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BBEJAEHHUE

AKTyaJIbHOCTH TpoOJeMbl. B cuny mnpukpemieHHoro o0pa3a KU3HU
pacTeHusl 3aBUCAT OT CE30HHBIX WM TIJI00aNbHBIX KIMMATHUYECKUX KOJIeOaHUM.
HeGnaronpusaTtable (GakTopbl OKpyXaroumled cpeabl OTPHUIATENIbHO BIHAIOT Ha
MeTaboJMYEeCKUE MPOLIECCHl B PACTEHUAX, BbI3bIBAsI MOJIEKYJISIPHbIE, OMOXUMHUUYECKHE,
¢uznonornyeckue U mopdonorunyeckue uaMenenus (Chaudhry and Sidhu, 2021).
Tak, Hanmpumep, TMNEPOCMOTHYECKUN CTpecC BBI3BIBAET MOTEPIO TYypropa KIeToK,
HapylieHue  (QYyHKIMOHUPOBAHUS  MEeMOpaH, CHW)XKEHHE  aKTUBHOCTH  WJIU
JeHaTypanuio OelKkoB, 0O0pa3oBaHHE W30BITOYHBIX KOHIIEHTPALMA aKTUBHBIX (OpM
kucnopoaa (ADK), npuBoasSmIMX K OKHUCIUTEIBHOMY CTpECCy, WHTHOMpOBaHUE
¢doTocuHTEe3a, META0OINYECKYIO TUCPYHKIUIO, TOBPEXKICHUE KIETOYHBIX CTPYKTYD,
YTO B JlaJIbHEUIIIEM MPUBOIUT K CHIDKCHHUIO POCTa U MPOJYKTUBHOCTH pacTeHuid. B
IpoIecCe HBOJIIOIMHU Y PACTEHHUM BHIPAOOTATUCH PAa3IMYHbIE MEXaHU3MbI aJanTaluu
pu cTpeccoBbix yenoBusax (He et al., 2018).

B xuBOl Ki€TKE C pa3IUYHBIMU BHEIIHHUMH BO3JCHCTBUSMU TEPBBIMU
CTAJIKUBAIOTCSI MMEHHO OMOJOrMYecKrue MeMOpaHbl. DTO BBICOKOYIOPSI0YECHHbBIE
CTPYKTYpPBI, COCTOSIIIIME W3 JIMMUI0B M OEITKOB, OTBETCTBEHHBIC 3a BBHITIOJHEHUE
OCHOBHBIX  MpOIECCOB  ku3HenesaTenbHocTH  Kietkn  (Jlocy, 2001). Onu
00ecreynBaoT MOCTYIJICHUE B KJIETKY M KJIETOYHBIE OPTaHEeIIbl BCEX HEOOXOAMMBIX
BEIIECTB U BBIBOJ M3 KIETKH MPOAYKTOB €€ >KHU3HEAESITeIbHOCTH. MeMOpaHHbIC
JUOUABl OTBEYAIOT 3a MNOJJEP)KaHWE TEKYy4EeCTH, IPOHHULAEMOCTH, LEJIOCTHOCTH
MeMOpaHbl, BIUSIOT Ha PEryslui0 OeNKOB M (PYHKIIMOHHUPOBAHHE MEMOPAHHOTO
tparcnopTa (Orvar et al., 2000; Rawat et al., 2021). IIpu abrnoTHYECKUX CTPECCOBBIX
BO3JICHCTBUSIX (YHKIIUU KIECTOYHBIX MEMOpaH W3MEHSIOTCS, MPU 3TOM HApYIIACTCS
CUHTE3 JINMHJIOB, a TAKKE MPOUCXOIUT UX THAPOIIH3.

CrocoOHOCTh pacTeHW W3MEHSTh JIMMHUIHBIA U OETKOBBIM COCTaB MeMOpaH
UIrpaeT pelaIlyo poib B afanTaluu K crpeccaMm. M3MeHeHusl TUIUAHOTO COCTaBa
BIUSIOT HE TOJIBKO Ha (pusmueckue cBoiictBa MeMOpaHnsbl. [TokazaHo, 4to mpu cTpecce
MOXET YBEIUYUBATHCA CUHTE3 YHHUKAJIbHBIX JUIUJIOB, KOTOPbIE B HOPMAJIbHBIX

5



YCIOBUSIX cojJiepxkarcsa B cienoBbix konuuectBax (Welti, 2002; Okazaki and Satio,
2014). Taxkue nunUAbl MOTYT SBJISATHCS CUTHAJIBHBIMU MOJIEKYJaMU WIH OBIThH
MPEAIMIECTBCHHUKAM  BTOPUYHBIX MECCEHKEpOB. B  CHTHaNbHBIE CHCTEMBI
BOBJICUCHBI PA3IMYHbBIC KJIACCHI JIUTUI0B, BKIFOUYas KUPHBIC KHCIOTHI, (hochaTuanyro
KHCJIOTY, dbochaTuAMIMHO3UTHI, 1130 0ChOTAITHTHI, AT ITUIICPUHEI,
chuHrONMMIUALI, OKcHIMIUHBI W N-ammmdtanomamubbl (Moradi et al.,, 2017).
OnpeneneHuble MeMOpaHHbIE JUMUIBI (CTEPUHBI U CHUHTONMIUABI) YYaCTBYIOT B
oOpazoBanuu padTOBBIX CTPYKTYp. Jlumugneie padThl — 5TO 0OCOOBIE 001aCTH
(MUKpPOJOMEHBI) OUCITOS, KOTOPHIE XapaKTEPU3YIOTCs 00Jiee BHICOKON TIOTHOCTHIO U
TeMIiepatypoil rmiasienus. [lpeamonaraercsi, 4To 3TU CTPYKTYphl OOECIEUHBAIOT
MeMOpaHHbIE KOHTAKThI (MecTa COMIMKEeHHS MeMOpaH JByX OpraHesll), y4acTBYIOT B
CUTHAJIMHTE, TpaHcmopTe W amonrto3e (Annunziata et al., 2015; Kapustina et al.,
2021).

VY pacteHuit s 3amacaHus, JETOKCHUKAlMA M JETpajalldd SHIOTEHHBIX H
HK30TE€HHBIX COEIMHEHHM, a TakXKe VIS 3allUThl MIPU CTPECCe Ha KIETOYHOM ypPOBHE
CIIY’)KUT LIEHTpalbHasi BaKyoJib. Hanuuue 3Toi opraHesuibl sIBISIETCS OTIMYUTEIHHON
OCOOCHHOCTBIO pACTUTENBHBIX KJIETOK. BHyTpeHHee NpOCTPaHCTBO BaKyOJIU
OTACIIEHO OT IMTOILUIa3Mbl BaKyoJSIpHON MemOpanoii (tomomaactom) (Taiz and
Zeiger, 2010). Kak wu mma3mamemMma, BaKyoJisipHass MeMOpaHa OTHOCHTCA K
NOTPaHUYHBIM MEMOpaHaM PAaCTUTEIBHOM KIETKU, U MPUHUMAET aKTUBHOE Y4acTHE
HE TOJBKO B TMOJJACPKAHUU Typropa KIETKH, HO W B PETYIAIMH TPaHCIOPTa
MeTaboJIUTOB, OOecTieunBas 3amacaroilyto, PeryIsITOPHYI0 W 3alUTHYIO (DYHKIIHH.
Ha BakyomnspHoil MeMmOpaHe Takke ObUTM OOHApyXeHBI U PadTOBBIE CTPYKTYPHI
(Ozolina et al., 2013).

B Hacrosmiee Bpemsi JOCTaTOYHO XOPOIIO H3YYEHBI KAYECTBEHHBIC W
KOJIMYECTBCHHBIC W3MEHEHUS B JMIMUAHOM Tpoduie mma3zMareMMbl, MeMOpaH
XJIOPOILJIACTOB U MUTOXOHJIPUU B OTBET HA CTPECCOBBIE BO3AECHUCTBUSA OKPYKAOIIEH
cpeanl (Okazaki and Saito, 2014). WccnenoBanus JUIUIHOTO COCTaBa TOHOILIACTA

MPOBOJMJIMCH TOJIBKO MPH Pa3HBIX BUIAX TeMIiepaTypHoro crpecca (Kasamo et al.,
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1992; Behzadipour et al., 1998; Lin et al., 2008; Zhou et al., 2014). Bnusuue
OCMOTHYECKOTO CTpecca Ha JMIMUIHBIA COCTaB TOHOIUIACTa PaHEE MOAPOOHO HE
MPOBOAMIOCH. VI3ydeHWe W3MEHEHMI JIMIHIHOTO COCTaBa TOHOIUIACTa TIPH
OCMOTHYECKOM M OKUCITMTEIIEHOM CTPECCOBBIX BO3JACHCTBUSAX MOKET OBITH ITOJIC3HBIM
MIPU CENCKIIMOHUPOBAHUH M CO3JaHUU T€HETUYCCKH MOIUGUIIMPOBAHHBIX PACTCHUN
JUISL  TIONyYEHUs 3HAYUTCIBHBIX YpOXaeB TMPU HEOJArONPHUATHBIX  YCIOBHSX
OKpY’KaroIIel CpeIbl.

Heanr pa6orbl. VccienoBaTh JUMUAIHBIA COCTaB TOHOILIACTA KOPHEIUIOAOB
Beta vulgaris mpu a0HOTHYECKHMX CTpeccax i BBISCHCHHS BO3MOXKHOHW POJIH
JUNHUIOB B 3aITUTHBIX MEXaHU3MaX PaCTUTEILHON KICTKH.

JIJIsl TOCTHKEHUS TTOCTABJIICHHOW IEJTH HEOOXO0AMMO OBLIO PEIIMTH CJICIYIONTUE
3a/1a9H;

1. Co3math W OIICHUTH YCJOBHUS CTPECCOBOI'O BO3JACHCTBUS HA KOPHETUIOABI
Beta vulgaris.

2. IlpoBecTn aHaNM3 KAYECTBEHHBIX M  KOJWUYECTBEHHBIX HM3MCHCHHM
npeobnagaromux JUnua0B (PochoIUunuI0B, MIMKOTIUIEPOIUINUIOB), CTEPUHOB H
KUPHOKHUCIIOTHOT'O COCTaBa OOIIMX JIMIUIOB BAaKyOJIIPHOW MEeMOpaHbl B yCIOBHSX
OKHCIIUTEIIBHOTO CTpecca.

3. UccnenoBath Ka4yeCTBCHHBIC U KOJINYCCTBCHHBIC WU3MCHEHUS
npeobnanamux JunuaoB (HocoaunumoB, TIUKOTIUIIEPOJIUIIHIOB), CTEPUHOB H
KUPHOKHUCIIOTHOTO COCTaBa OOMIMX JMIHUIOB BaKyOJIIPHONW MEMOpaHbl B YCIOBHSIX
TUIEPOCMOTHYECKOTO CTpecca.

4. M3y4nTh KaueCTBEHHBIC W KOJMYECTBEHHBIC M3MEHEHHS MPEeOo0IaIaronmx
munuaAoB (pochOIUNMUI0B, TITHUKOTIUIEPOIUTUAOB), CTEPUHOB U KUPHOKUCIOTHOTO
coctaBa OOMUX JIMMHAIOB BaKyOJIIPHOW MeMOpaHbl TIPH THUIIOOCMOTHYECKOM
CTPECCOBOM BO3JECHCTBUM.

5. O1leHUTHh BO3MOXKHYIO POJIb JIUMIHAIOB TOHOTIACTA B 3AIIUTE PACTUTEIHHOM

KIJIETKH OT CTpecca.


https://link.springer.com/article/10.1007/s00232-014-9650-3#ref-CR25

Iloso:keHne, BbIHOCHMMOE HA 3amMTY. JIMMHUIbl BakyoJsIpHON MeMOpaHbI
MPUHUMAIOT YYaCTHE B 3aIUTE PACTUTEIBHOM KIETKA OT AOMOTUYECKUX CTPECCOBBIX
BO3JelcTBUMA. [l KaXmoro crpecca XapakTepHbl oOHMe W crneuuduueckue
W3MEHEHHs JIMIMJHOTO COCTaBa, KOTOPBIE ONPEAEISIIOT CTPATErHI0  3alUTHI
PACTUTEIBHBIX KJIETOK B OKUCIUTENBHBIX U OCMOTUYECKUX YCIOBUAX CTPECCA.

Hayunasi HoBu3Ha. BriepBble MOJyd4eHbl JaHHbIE O KOJMYECTBEHHBIX H
KayeCTBEHHBIX HM3MEHEHHUAX CojAepKaHus (OCHOIUNUI0B, TIMKOIIIMIIEPOIUNHIOB,
CTEPHHOB U JKUPHBIX KUCIIOT BaKyOJSIpHBIX MeMOpaH kopHerutonoB Beta vulgaris mpu
OKHCIIUTEIBHOM, TUIIEP- U THIIOOCMOTHYECKOM CTPECCAX, YTO MO3BOJIMJIO BBISIBUTH
cnenuuyeckue U Hecrneuupuueckue CTpaTeruy 3allUThl PACTUTENIbHBIX KIETOK OT
cTpecca, CBSI3aHHbIE C JIMMIUJAMU BakyoslsipHod meMmOpanbl. [Ipu Bcex m3ydaembix
CTPECCOBBIX BO3JECHCTBUSX OTMEUEHO YBEIWYEHHUE COJEPIKAHUSI MUHOPHBIX KUPHBIX
KACJIOT W KaMIeCTepHUHa, CHWXEHUE KoiudectBa QocPaTUIHON KUCTOTHI U
OTHOIIEHUS] cTUrMacTepuH/PB-cutoctepud. OCOOEHHOCTHIO peaKIU MeMOpaHHBIX
JUNUAO0B HA OKUCIUTEIBHBIA CTpecc OBLJIO CYIIECTBEHHOE YBEJIMYEHHE BCEX KIIACCOB
CTEPUHOB, YTO, IO-BUAUMOMY, CBSI3aHO C YCHUJIIEHMEM TAaKOr0 Ba)KHOT'O Mpolecca Kak
aytodarusi. I[Ipm TUNEPOCMOTHYECKOM CTpecce ObUIO OTMEYEHO YMEHBIIECHUE
TJIMKOTJIMLIEPOIUIUIOB, a TaKXKe OTHOILICHUS
dbocharnaunxonun/dpochaTrmidTaHOIAMIH. ['mmoocMmoTtHuueckoe CTPECCOBOE
BO3JICUCTBUS OCOOCHHO TIOBJIMSIIO Ha POCT ypoBHS (GochaTuarmIMHO3UTOB. bombias
4acTh BBISIBJICHHBIX W3MEHEHUM JMIMIHOIO COCTaBa TOHOIUIACTAa CBs3aHA CO
cTaOuiu3anueil OUCIONHONW CTPYKTyphl MeMOpaHbl M CUTHAJIBHBIMU (YHKIUSMU
JUMHJIOB, YTO XapaKTEpPHO U JJI JPYTUX MEMOpaH pacTUTEIbHOM KIIETKH.

Teopernueckass W NpPaKTHYeCKass 3HAYUMOCTb Ppadorbl. Pe3ynbTaThl
JETaTbHOTO MCCIEAOBaHNUA M3MEHEHUs JHUMHUIHOTO COCTaBa BaKyOJSPHBIX MeMOpaH
KopHerutonoB Beta vulgaris mpu OKHCITUTETHHOM M OCMOTHYECKHX CTpeccax
3HAYMMBI I MOHMMAaHMS MEXaHU3MOB aJalTallud pPAaCTEHUH K H3MEHSIOLIMMCS

YCIOBUSIM OKpY’Karomie cpeabl. OCOOCHHOCTH M3MEHEHHS JIMIMUIHOTO COCTaBa IMpH



M3Y4aeMbIX CTPECCOBBIX BO3JCUCTBUSAX Ba)XKHbl IS CO3JaHUS TOJIEPAHTHBIX K
CTpecCy paCTeHUN CEJIbCKOXO3AMCTBEHHOIO Ha3HAYCHUS.

Marepuanibl auccepTaliud MOTYT OBITh PEKOMEHJOBaHbl MpU pa3padOTKe
KypcoB JIEKUMH 1O (U3MONOTMM pacTeHud u Ouoxumuu Ha Kadenpax
COOTBETCTBYIOLETO MPOQUIISL.

Anpodanun padorbl. Pe3ynbTaThl HMCCAEAOBaHUA MO TEME HAY4YHO-
KBAIM(DUKAMOHHOM  paboThl  OBIM  TpEACTaBIE€Hbl W OOCYXJaluCh  Ha
MexayHapoJHOH MOJIOICKHOM Hay4yHO-TIpakTU4YecKod KoHdepeHuun Poccus-
Mounromuss  (Mpkytck, 2016), 20-i MexaynapoaHoi IlymmuHCKOM —1IKOJI€C-
KoH(pepeHu MoaoabIX yueHbIX «buonorus — nayka XXI Beka» (ITymmno, 2016),
IX BcepoccuiickoM KOHTpecce MOJIOABIX YydeHbIX-OuosioroB «Cumbuo3 — Poccus
2016» (Tomck, 2016), Bcepoccuiickoit kondepenimu u Illkone-cemunape c
MEXIYHAPOJHBIM yyacTueM «Posib cBOOOAHOpAIMKAIBHBIX MPOIECCOB B ATHOJIOTUU
M TaToreHese pacmpocTpaHeHHbIX mnatonoruit» (Mpkyrck, 2016), Bcepoccuiickoii
HAy4YHOU KOH(EpEeHIMU C MEXIYHApPOJIHBIM YYaCTUEM U IIKOJE MOJIOABIX YUYEHBIX
«DaKkTopbl YCTOWYMBOCTH PACTEHUH H MHUKPOOPTraHU3MOB B SKCTPEMalbHBIX
IPUPOIHBIX YCIOBUAX U TexHOreHHoi cpene» (Mpkyrtck, 2016), I Beepoccuiickoi
HAy4YHOU KOH(MEpPEeHIMU C MEXIyHapOAHBIM YydacTHeM «MeXaHU3Mbl Pperyisiuu
GyHKIMiA opraHemn sykapuoTmueckoil kimetkm» (HMpkyrck, 2018), Toguunom
coOpanue OOmectBa (usnonoroB pacteHuit Poccum, Bcepoccuiickoil HaydHOM
KOHQEpEeHLIMH C MEXIYHAPOJIHBIM Y4YacTHEM U IIKOJBl MOJIOJBIX YUYEHBIX
«MexaHu3Mbl YyCTOMUHUBOCTH PACTEHHII M MHKPOOPIaHU3MOB K HEOJIAronpusiTHbIM
ycrmoBusiM - cpenb»  (Mpkyrck, 2018), MexayHapoIHOH Hay4IHO-IPAKTHYCCKON
KOH(EPEHIIMN CTYJCHTOB, ACHUPAHTOB M MOJIOABIX Yy4YeHBIX, mocBsmieHHon 100-
netrro MIpKyTCKOro rocyfapcTBeHHOro yHuBepcurtera «ConuanbHO-3KOJIOTHYECKHE
npo0JieMbl baiikallbcKOTO peruoHa M comnpeneabHbIx Tepputopuii» (Mpkyrck, 2018),
IX Coe3ne obmectBa ¢usznonoroB pactennii Poccum «Dusnonorus pacTeHUN —
ocHOBa co3fanusi pacteHui Oynmymero» (Kazans, 2019), Beepoccuiickoil HaydHOM

KOH(epeHIuU ¢ MeKIyHapoaHbIM yuacTtueM «Jlunuaer 2021» (Mocksa, 2021).



Hyoaukanuu. Ilo teme nuccepranuu onyOnukoBaHO 15 HaywyHbIX paldoT, B
TOM uHciie 5 crateil B xypHanax u3 llepeuns BAK P® u 1 crates B MHOCTpaHHOM
KypHaJe.

Crpyktypa M 00bem padorbl. Jluccepramusi COCTOMT U3 CIEAYIOIINX
paszesnoB: BBEJAEHUE, 0030p JMTEpaTypbl, MaTepuagbl U METOAbl HCCIEAOBAHMS,
pe3ysbTaThl U 00CYXKACHHE, 3aKIIOUEHUE, CIUCOK JUTEepaTyphl, BKItOUaromuin 247
ucrtounnka. Pabota m3noxkena Ha 124 crtpaHunax, coaepkut 27 pUCYHKOB U 9
TaOJIHII.

PaGorta BhimonHeHa B jabopaTopuu (U3HOJOTUM PACTUTENIBHOW KIETKH
CulupcKOro HHCTUTYTA PU3NOIOTUHU U OMOXUMUU pacTeHrit CUOMPCKOTo OTAENeHUs
Poccuiickoit akagemuu Hayk (CUDUBP CO PAH, r. UpkyTck).

JInunbii BKiIAaA aBTopa. Jluccepranus HalucaHa aBTOPOM CaMOCTOSITENIBHO.
ABTOp TMNpUHMMAN HEMOCPEJCTBEHHOE YYacTHE Ha BCEX OJTamax IMOATOTOBKU
JMCCEPTAllMOHHONW paboThl: IJIAHUPOBAHUE U TOCTAHOBKA 3KCIEPUMEHTOB, OLIEHKA
YCIIOBUI CTPECCOBBIX BO3JACHCTBUM, MOArOTOBKA MAaTepHalla, aHAJIA3 JUIUIOB,
CTEpUHOB, KUPHOKUCIOTHOTO COCTaBa OOIIMX JIMIUIOB, CTaTUCTUUYECKas 00paboTKa
JaHHBIX, OJrOTOBKA MyOJUKaLMi Ha OCHOBE MOJYYEHHBIX PE3YJIbTATOB, allpoOariys
Ha KOH(pEPEHITUAX.

BaaromapHocTu.  ABTOp  BBIpaKaeT  INIyOOKyl  OJarogapHocTb |
NPU3HATENBHOCTh HAydyHOMY pykoBoautento A.0.H. H. B. Ozonunoii 3a
npo(heCcCHOHATBHYIO MOMOIb, HAYYHBIE IUCKYCCHH MO paboTe ¢ MyOJuKaUusMU U
pykomucu. ABTOp OjarogapuT 3a TOMOIIb B paboTe, BaKHbIE 3aMEuUaHUs MU

noanepxkky k.0.H. . C. Kanyctuny, k.6.H. E. B. Crimpunonosy, H. B. CemeHnony,

k.0.H. B. H. Hypmunckoro, T. . JlanteBy,|JI. A. CutHeBy,|B. A. 'annuenko u Bcex

COTPYJHHUKOB J1a00opaToOpuu (U3HKO-XHUMHUECKHX METOJO0B HMCCIICIOBaHUSA. ABTOP
UCKpCHHE OJlarofapeH 3a ICHHbIE PEKOMEH AU TIPH 00CYKACHHH padoTsl 1.0.H. T.
I1. [To6exumoBoi, 1.0.H. JI. E. Makaposoii, k.0.H. H. B. JlopodeeBy u k.0.H. A. B.
[TomopueBy.

10



1. OB30P JIMTEPATYPBI
1.1. O0mas xapaKkTepUCTHKA PACTUTEJIbHBIX BaKyoJieil

Hanuuyne kpynHOW LEHTpPaJbHOW BAaKyOJH  SBIAETCS  OTIMYUTEIBHOU
O0COOEHHOCTBIO CTPOCHUSI PACTUTENBHBIX KJIETOK. BEeposiTHO, BaKyOlIu BO3HUKIM Ha
paHHel cTaguu OMOJIOTMYECKON ABOIIOLMM U BIOCIEACTBUHU MPOrPECCUPOBAIH IS
BBIMIOJIHEHUSL Pa3IWyHbIX (YHKIUNA B BOJOpPOCIAX, rpubax u pacrenusx (Marty,
1999). Bakyonb — 3T0 MHOropyHKIMOHAIbHAS OpraHejijia, OrpaHUYCHHAS
MeMOpaHO!l — TOHOIUIACTOM, KOTOPBIA OTHAENAET BHYTPEHHEE MPOCTPAHCTBO
BaKyoJu OT UUTOIJIa3Mbl.  braromaps  MOJXynpoHUIIAEMOCTH  TOHOIUIACT
NOJIIEPKUBAET OAJIaHC MUTATEIbHBIX BEIIECTB U MOHOB B IIUTOIIa3ME U B BaKyOJIH,
TEM CaMbIM CO3/1aBas HEOOXOAUMOE TYpropHOE€ /1aBII€HHE B PACTUTEIbHOU KIIETKE.
B BereTaTuBHBIX KJIETKaX MOXET OBITh BCEro OJHa BaKyoOJb, KOTOpas 3aHUMAET /10
90% ot 001Iero KJIETOYHOro o0bema. 3a CUeT PaCTSKEHUS KICTOYHOTO 0Ohema
pacTeHue ONTUMHU3UPYET MOBEPXHOCTH MOTJIOIIEHHS COJTHEYHOTO CBETa B Ipoliecce
dboTocuHTE3A.

Bakyounspnas cuctemMa UTrpaeT BaKHYIO POJIb B KU3HEACSATEIbHOCTU KIIETOK
BCEX LApPCTB XUBOM mpupojsl. OHA CBs3aHA C MpolleccaMy pachaja U TpaHCIopTa
OpraHWYECKUX BEIIECTB U TPEACTaBIseT COOOW CHUCTEMY, COCTOSIIYIO W3
KaHAJIBIIEB, IUCTEPH U IMY3bIPHKOB, KOTOPBIE COOOINAIOTCA MEXIY COOOH MyTem
YCTAaHOBJICHUSI TIOCTOSIHHBIX WMJIA BPEMEHHBIX CBSI3€M B pe3ylbTaTe CIUSHUS HX
meMmOpaH. [locnegnue pocTWKeHUST B OO0JACTH BH3YyaTW3alMH  PACTHTEIHHBIX
BaKyoOJIeH BBISBUIN y HUX BECbMa OPTraHU30BAHHYIO M CIOXHYIO MOpP(HOJIOTHIO U
IUHAMUKY. TOHOIUIACT OKPY>KAaeT HE TOJBKO LIEHTPaJIbHYIO BaKyoOJb, HO U JPyrue
KOPOTKOXKUBYIIME TUHAMUYECKUE CTPYKTYPhI, TAKHE KaK TPAHCBAKYOJSIPHBIE TSIKU
M BE3UKYJbl. TpaHCBAKyOJSIpHBIE TSKM — 3TO JUHAMUYECKUE TOHKHE TpyOudaThie
CTPYKTYpPBbI, KOTOPBIE IEPECEKAIOT LEHTPAIBHYIO BAKYOJIb, 00E€CIEUYUBAIOT MPSIMYIO
CBS3b MEXIY Pa3IMYHBIMH OOJIACTSIMU IUTOIUIA3Mbl KIETKH W JEUCTBYIOT Kak
BAXKHBIM TPAHCHOPTHBIA MyTh JJIsI  pacHpelesieHUs] [HUTOIIa3MaTUHYECKOTO

COJIEP)KUMOT'0 BMECTE ¢ oprane/uiamu HeOoubmoro pasmepa (Madina et al., 2019).
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B 3aBucuMocTM OT (YHKUMM Bakyojdud TMOAPA3ACIAIOT Ha JBa THUMA:
3amacaromye O0eyku (B KJIETKaX pernpoayKTHUBHBIX OPraHOB U CEMSIH) U JIUTHYECKUE
(BeImONIHSIIOT JU30coMHbIe PyHkuuu) (Martinoia et al., 2007). B ognoit u Toil xe
KJIETKE MOT'YT COCYILIECTBOBATh JIBAa THUIIA BaKyoJiel. B 3penbIX TKaHsIX 4acTo BaKyoJu
Pa3HbIX TUIIOB CIMBAIOTCA U O0pa3yloT OOJBIIYIO LIEHTPAIbHYIO BaKyoOJb, KOTOpas
MMEeT M 3amacaroniyro, u juruueckyro Gyukiuu (Carter, 2004). Bakyonu oueHb
JTUHAMHWYHBI U TJIEHOMOPGHBI, UX MOPGOIOTHUS H3MEHSETCS B 3aBUCUMOCTH OT
YCIIOBUM OKpYyXarolehl cpeapl, a TakkKe pocTa W pa3BUTUSL pacTeHuid. Bakyonu
conepxkar H'-AT®a3s1, H-mupodocdarazer u TIP-akBamopunsl. M3odopmer TIP-
aKBAINOPUHOB OINpPEAENSIIOT pa3Hble (QyHKIMM Bakyoseid. Hampumep, ToHOmmact
BaKyoJieH, 3amacarmnux 0enku y cemsH, coaepxut o-TIP u 6-TIP, a unorma u y-TIP,
TOTJ]a KaK TOHOIUIACT BaKyoJIeH, XpaHsAuX OeTKU U MUTMEHThI, coaepxar 6-TIP u y-
TIP. Bakyomu, coaepxkamue Toiabko Y-TIP, oOnagaror XapakTepUCTHKAMU
auTHdeckux Bakyoseit (Jauh et al., 1999).

Baxxnast posib EHTpaIbHON BAKyOJIH — 3TO MOJAJIEPKAHUE TYpPropa, HO TaKkKe
OHA y4acCTBYET B XpaHEHHUH MEPBUYHBIX U BTOPUYHBIX METAOOIUTOB, MUTATENbHBIX U
MUHEPAIbHBIX BEIIECTB, TOKCHUYECKUX COCIWHEHUN (KaaMUW, MBIIIbIK). AHaIU3
M30JMPOBAHHBIX BaKyosel nokasain, 4to oT 53% 1o 90% nonoB HaTpus u okono 50%
MOHOB Kajus KiIeTKku HaxoasTcs B Bakyossx (Leigh et al., 1983). Bakyonu Taxke
HAKaIJIMBAIOT TPOJYKTHl TOPMOHAJIBHOTO OOMEHa, KOTOpbhle Yy4YacTBYIOT B
MOAAep’)KaHUM TOPMOHAJIBHOIO TOMEOCTa3a LUTOIUIa3Mbl. B 3amacaromux TKaHAX
KopHeriogoB Beta vulgaris caxaposa, OCHOBHas 4YacTh KHCJIOW HWHBEPTa3bl H
docdarazer HaxomsTess B Bakyoinsix (Leigh et al, 1979). Hakomnenue caxapoB B
BAKYOJISIX B  XOJOAHBIM IEPHOJ TMOBBILIACT YCTOWYMBOCTh PACTEHUU K
HU3KOTeMIiepaTypHbiM cTpeccam (Pommerrenig et al., 2018).

VY nmpoxoked W pacTeHH BaKyoJlIM YYacTBYIOT B Tipolecce ayTodaruu.
AyTtoarus — DITO OCHOBHOHW MEXaHW3M, IMO3BOJISIIONINN  KOHTPOJIUPOBATH
paspylieHue u nepepaboTKy KIETOYHBIX KOMIIOHEHTOB. Bakyonb sIBIsieTCS MECTOM

Jerpasaiuy OeKOB, BBIMOJHSIET JIU30COMHbIE (PYHKIMU Onaronaps ¢epMeHTam,
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KOTOpBIE CIIOCOOHBI KaTaJU3MPOBATh THUIPOJIM3 BCEX OCHOBHBIX KOMIIOHCHTOB:
HYKJICHHOBBIX KHCJIOT, OejikoB, yriieBogoB W junuaoB (Taiz and Zeiger, 2010).
HekoTtopble Oenku, KOTOpBIC pacmlajaloTcs B BaKyoJIIX, BaXKHbI B CHTHAJIMHIE

TOPMOHOB, OTBETHBIX PEaKIMUAX PACTCHUH Ha OwoTHyeckue BozzciicTBus (Bayle et

al., 2011).
1.2. OcoOeHHOCTH CTPOEHNSI BAKYOJSAPHBIX MeMOpaH
1.2.1. CoBpeMeHHbIE NMPeEACTABIEHHS 0 CTPYKType MeMOpaH

buomemOpaHbl COCTOAT M3 JBYX CJIOEB MOJIEKYJ JUNUIOB. buciou umeror
rUAPOPMIBHYIO BHEIIIHIOI MOBEPXHOCTh U TUIPOGOOHOE BHYTPEHHEE MPOCTPAHCTBO.
Bexoii B pa3BUTHM KOHILEMIIMU CTPOCHUs OMOMeMOpaH crajia pa3paboTKa MOJeNu
npeaioxeHHon CunxepoM u  HukonscoHom B 1972 r. Jlunuasl BmecTe C
IPOHMU3BIBAOIIMMHU OUCIION OETKOBBIMH MOJIEKYJIaMU O00pa3ylOT OCHOBY CTPYKTYPBI
OMOJIOTMYECKUX MEMOpaH KJIETKH, TJI€ TPOUCXOJAT TJaBHBIC MPOIECCHI
xusHeaesaTeabHocTu (bonasipeB u np., 2006). ITo3zxe HukoabcoHOM ObUIM BHECEHBI
JIONIOJIHEHUST B CYIIECTBYIOIIYI0 Mojenb (puc. 1). [lokazaHbl pa3iWYHbBIC THIIBI
B3aMMOJICHCTBUM, KOTOPHIE BO3HMKAIOT MEXAY HHTETPaJIbHBIMU MEMOpaHHBIMU
OelkaM¥u W TJIMKONPOTEeMHAMHU, MeMOpaHHBIMU JIUTIUAMU, MEMOpPaHHO-CBSI3aHHBIMU
OUTOCKEJIETHBIMU CHUCTEMaMU M KOMIIOHEHTAMH BHEKJIETOYHOTO MATpPHUKCA. OTHU
B3aUMOJEHCTBHS BIHSIOT HAa MMOABUKHOCTD, PACIPENCICHUE U arPEraTHOE COCTOSIHUE
KOMITIOHEHTOB MeMOpaHbl. BBIsiBIeHO, YTO OENKOBBbIE KOMIUIEKCHI HE BCErna
CBOOOJHO TIEPENBHUTAIOTCS B JIMMUIHOM OHCIOE, a MOTYT OBITh NPUKPEIUICHBI K
mukpodmiamenTam u Mukpotpyboukam (Nicolson, 2014).

Panee cumtanoch, 4TO B KIETOYHBIX MeMOpaHax O€NKH OTBEYAIOT 33 HX
GYyHKIMIO, a JUMUIABI — B OCHOBHOM 3a CTPYKTypy. OIHAaKO B HACTOSIIEE BpeMs
MPUHATO CUYUTATh, YTO JIMMHABl TAKKE MOTYT BIIMSTH Ha BBINOJHEHUE (PYHKIHIA
ounomemOpanamu (Bepemarun, 2007). BaxxHbiM mapaMeTpoM JHMHIHOTO OWCIION
SBIIICTCS TOJIIMHA TUAPOPOOHON YacCTH, KOTOpash 3aBUCUT OT JUIMHBI aIlMJIBHBIX
LEeNeH JKUPHBIX KUCIOT IUnuaoB. TonmuHa ruapodoOHON YyacTh MeMOpaHbl BIUSIET

Ha KOH(pOpPMAIMI0O MHTErPAIbHBIX OEJIKOB: TOJIIKMHA TUpodoOHON obnactu Oenka
13


https://www.sciencedirect.com/topics/biochemistry-genetics-and-molecular-biology/membrane-lipids
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oObIYHA OJIM3Ka TOJIIMHE TUAPO(POOHON YACTH OKPYKAIOUIETO JIMIMHUIHOTO OHCIIOS.
N3menenue ToOMLUHBI THAPOGPOOHON YaCTH JIMIMMUIHOTO OUCIIOS B JIFOOYIO CTOPOHY,
KaK B CTOPOHY YBEJIIMUYCHHS, TAK U B CTOPOHY YMEHBIIICHUs, TIPUBEJET K U3MEHEHUIO
KoH(popMauu MeMOpaHHOTo OesiKa U K 3HAYUTEIbHOMY CHUKEHUIO €r0 aKTUBHOCTH.
Crpykrypa ruapoQUIbHON TOJTOBHOW TPYIIBI JUMHUIOB TAKXKE BIUAECT Ha (DYHKIUIO

MeMOpaHHbIX OekoB (Lee, 2003).

Puc. 1. Cxematnueckoe n300paxkeHrne OMOIOrnieckoil MeMOpaHbl COTJIACHO

OOHOBJICHHO# KUAKOCTHO-MO3an4yHoi Moaenu (Nicolson, 2014)
Ob6o3Hnauenus: 1 — KOMIUIEKC TIOJIMCAXAPHUI-TIIUKONPOTEHH, 2 — IUIHIHBINA JOMEH, 3 —

oJurocaxapus, 4 — UHTerpaiabHbIi 0enok, 5 — pochonunuabl, 6 — MOBEPXHOCTHBIN O€NOK, / — HUTH
[IUTOCKeJIeTa.

AKTHBHBIC WCCIEAOBAHMS MEMOpPaH IMO3BOJIINA MO-HOBOMY B3TJSTHYTh HAa HMX
Mopdosoruto, opranm3anuio u GyHKImoHupoBanue. OOHAPYKEHO, YTO JUMHUIBI
y4acTBYIOT B O0pa3oBaHMM YaCTUYHO M30JIMPOBAHHBIX oOnacred Oucimos —

TUNUIHBIX padpToB. OHU UMEIOT OTJIMYHYIO OT MeMOpaHbI IJIOTHOCTh U TEMIEPATYPY
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IJIABJICHUS, T[IOATOMY MOTYT «IUIaBaTh)» Ha TOBEPXHOCTU HEYHOPSTOUYECHHOU
KUJKOCTHOM MeMOpaHbl. ITO CBSI3aHO C HajduyueM B padTax CTEpUHOB,
C(OUHTOMUTIUIOB U JIMMTUAOB C HACBIIICHHBIMHU XUPHBIMU KucCIoTamMu. B Hacrosiee
BpeMsl TakKhe Yy4acTKM MeMOpaHbl Ha3bIBAIOT JOMEHAMM, WHOTJa C MPUCTABKOU
MHUKpPO- WJIM HAaHO-, B 3aBUCMMOCTH OT MX pasmMmepa. lIpenmonaraercs, uro padTsl —
ATO KOPOTKOXXUBYIIIME arperathl, cojepxaniue Oonee 1000 Moyiekyn JUNHUIOB U
UMEIOIINE TMOYTH KPYIIyr0 (GopMy, KOTOpbIe OBICTPO BOCCTAHABIMBAIOTCS TIOCIIEC
caMOOpraHu3alu. IJTU MeMOpaHHbIE MHKPOJIOMEHBl YYacCTBYIOT B Pa3IMYHBIX
OMOJIOTMYECKUX TMPOIeCCax: MEXKKIETOYHBIX B3aUMOJICUCTBUAX, MEMOpPaHHOM

TPAHCIIOPTE, IICPEHOCC 6€J'IKOB, nepeaadyc CurHajia, B CTpCCCOBBIX PCAKIIUAX (Simons

and lkonen, 1997; Kapustina et al., 2021).
1.2.1. Bakyonsipuasi MeMOpaHa

Bakyonsipuas MemOpaHa  OTHeNseT  IUTOIUIA3My  OT  BHYTPEHHErO
IPOCTPAHCTBA BaKyOJU. TOHOIJIACT CIAYKUT OaphepoM ISl MPEAOTBPALICHUS] YTEUKHU
U3 BAaKyOJU 3alacaeMbIX BEIIECTB M HMMEET AaKTUBHO JEHCTBYIOIIUE CHUCTEMBbI
TPAHCIOPTa BEIIECTB MPOTHUB TIPAJUEHTAa KOHIEHTPAIMH WU SJIEKTPOXUMHUYECKOU
aKTUBHOCTH. M3ommpoBaHHas BakyojsipHas MeMmMOpaHa umeeT ToimuHy 9,5-10 HM
(Canses, Yepnsbimon, 1975). IlonynpoHuiiaeMplii TOHOIUIACT MOAACPKUBAET OaJlaHC
MUTATENIbHBIX BEIIECTB M MOHOB BHYTPU U BHE BaKyOJIH.

ToHOMIACT COACPIKUT HECKOIBKO KJIacCOB MeMOpaHHBIX OenkoB. H'-AT®daza,
H*-mupodocdaraza, ABC-tpancrnoprepsl, uHTerpanbibie Oenku ToHortacta (TIP)
(Jauh et al., 1999; Neuhaus and Trentmann, 2014), 6enxu SNARE, ygacTtByromue B
Oouoreneze u cnusHUM Bakyoned (Ebine et al.,, 2008). benku TOHOIUITaCcTA
OCYHIECTBIISIIOT M PEryJUPYIOT TPAaHCHOPT MOJEKYJ BOJbl, HMOHOB, HPOJIYKTOB
Metabonu3ma. B oTBET Ha M3MEHEHUs B IIUTOILIA3MATHUYECKON cpelie U3MEHSETCS
aKTUBHOCTh ()EPMEHTOB, TPAHCIOPTEPOB U KaHAJIOB TOHOIUIACTA, TEM CaMbIM
perynupyercss OHOMONEKYJSIPHBIA OOMEH MEeXAy UUTOIUIa3MONM U  TOJIOCTHIO

BaKyoOJIH, MOJJICP)KUBACTCS KJICTOUHBIN romeocTas (Zhang et al., 2014).

15
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Jlunuapl B TOHOIUIACTE OOECHEYMBAIOT CpeAy sl MeMOpaHHBIX OEJIKOB, a
TaKKE SIBISIIOTCS OaphepoM MEXAYy IHTOIIA3MONH W COASPKMMBIM Bakyoiau. B
CpPaBHEHUH C TUIa3MaJeMMOW, TOHOILIACT COACPKUT MEHbBIIIE CTCPUHOB M OOJIbIIE
dbochomunuaoB. Bricokoe coaepkanue ¢GochOIUNUIOB MPUAET TOHOIUIACTY
OOJIBIIYIO 3JaCTHYHOCTh, OJlarofaps 3TOMY OH MOKET BBIIEPKHUBATH OOJbIIOE
JaBJICHUE KJIETOYHOTO COKa, PaCTATUBATHCS U YMEHBINATHCA B 00beMe. BakyousipHast
MeMOpaHa PacTHTEIbHBIX KJICTOK MMEET 0oJiee BBICOKHW TPOIEHT CTEPUHOB, YEM
TOHOIUIACT APOXKe. Ha om0 yrieBogoB MOKET npuxoauThes okoio 10% maccsl
OnoMeMOpaH, KOTOpBIC BXOJST B COCTaB TJIMKOJHWIIHAIOB WM TJIMKOTPOTECHHOB

(Maxkapenko u ap., 1992).
1.3. JIunuaHbli cOCTAB BAKYOJISIPHOI MeMOpaHbI

Jlunuael — OOMIMPHBIA KJIAacC XUMUYECKUX COCAWMHEHUN, COJepkKaIiux
anudaTUIeCcKue Ui apoOMaTHIECKHUE YTIIEBOJOPOIHBIC TPYIIIIbI, TUIOXO PACTBOPUMBIX
B Bojiec B MOHOMepHOU popMme (ApTroxoB u Ap., 2000). JIunuasl MOKHO ONPEICTUTh
Kak ruapodoOHble Wik aMPuUIaTHUYecKue HEOOJBIINE MOJIEKYJbl, KOTOPbIE MOTYT
00pa30BbIBAaTHCS MOJHOCTHIO WM YaCTHUYHO 3a CYET KapOaHMOHHOW KOHACHCAIMU
KETOAMJITHOA(UPOB W/MIIM 3a CUET KapOOKATHOHHON KOHIACHCAIIMM H30MPEHOBBIX
¢bparMeHTOB.

B nacrosiee BpeMs JUMUIBI KIACCUDUIHUPYIOT MO Pa3IUYHBIM IMPU3HAKAM,
OJIHAKO HU OJIHA M3 MPEIJIOKEHHBIX KJIacCU(PUKAIIUN HE SIBISIETCS MCUEPIBIBAIOIICH.
Knaccuueckn numuapl TOApa3feisioT Ha TMPOCThIC, CIOXHBIE W OKCUJIMITHHBI
(otixo3aHouabl). [IpocThie MUMUABI — MPU MX THAPOIK3E O0pa3yroT HE Ooyiee ABYX
TUTIOB OTHENBHBIX BEIIECTB, a CJOXKHBIE JHUMHUIBI — Tpu wiu Oosiee. Hampumep,
rAepoGocHOTUTUIBI COCTOST U3 JKUPHBIX KUCIOT, TJIUIEPUHA U TOJIOBHOU TPYTIIIHI
(Fahy et al., 2011). CrnoxxHbIe TUTUABI OOBIYHO JENAT HA JBE MOITPYIIIBI, KOTOPBIC
HA3bIBAIOT HEUTpasbHBIE (TJIULEPUABI, BOCKH, CTEpHUHBI, N-aIMIdTaHOJIAMH/IBI,
[epamMuibl) U TOJISAPHBIC JUMUIL. B CBOIO o4epenb, MOJSIPHBIC JMMHUIBI JACIAT Ha
rutepodoconunuasl (pochonunuabl) U TAUKOAUMNUAL (TIUKOTIULEPOIUITUIBI
win raukocuuronunuapl) (Oununmnos u Ap., 2006). OkcuiunuHEL 00pa3yrOTCS
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TOJIBKO W3 OTPECICHHBIX MOJUEHOBBIX KUPHBIX KHCIOT. apaxuJOHOBOU, JUTOMO-
raMma-JIMHOJICHOBOM M 3iKo3aneHTaeHoBo# (BackkoBckuit, 1997).

CymectByer 0OoJjiee COBpEeMEHHas KiacCU(PUKalMs JIMMHAOB Ha OCHOBE
KJaccupuKanuyu JIMOUIA0B, KOTOpyr paszpadoran B 2005 1. MexayHapoaHbIit
KOMUTET TIO Kilaccu(WKarmuu W HOMEHKJIAType JIMIUIOB 10 HWHHUIMATHUBE
Koncopunyma LIPID MAPS. Jlununael Obuid pa3ziefieHbl Ha BOCEMb KaTErOpUMA:
BEIIeCTBA aIMIIBHOM TIPUPOJIBI, TITALICPOSTUTIU BT (Tumepub),
rIAepoPocHoIUUabl, CHUHTOTUIHUIBI, TIUKOIUIHUIBI, TOJUKCTHIBI, CTCPOUTHBIC
u nipeHosibHbIe nunubl (Fahy et al., 2011).

KonnuecTBeHHOE W KaueCTBEHHOE COJEp)KAaHWE pa3HBIX BHJOB JIMIUIOB
OTNPENICTSIOT OpPraHM3aIHMI0 KJICTOYHBIX MeMOpaH. JIMmuael Takke SBISIOTCS
UCTOYHUKAMH SHEPTUM WM TEIUIA, CUTHAJIBHBIMH MOJICKYJIaMH, TuTaTGopMaMu JIst
MoJieupoBaHus (QYHKIMM U CTPYKTypbl OeikoB (Akmypsuna u jap., 2012).
Hekoropbie nunuabl ciocOOCTBYIOT CTAOMIM3AIMU CUITbHO UCKPUBIIEHHBIX YYaCTKOB
MeMOpaHbl, OOpa30BaHUIO KOHTAaKTa MEXIy MeMOpaHaMu WM CBSI3BIBAHUIO
onpeneneHHpIx 6enkoB (Harayama and Riezman, 2018).

JIunuaHbIA COCTAaB TOHOILJIACTA BapbUPYET Y pa3IMYHBIX BUIOB pacTeHuid. B
MeMOpaHe BakyoJjei u3 KIeToK Me3o(uiuia TucTheB Avena sativa Obutr 0OHapYKCHBI
dochomumuasr (PJI) (31% ot 001Iero KOIMYeCTBa JIUIHUIOB), TAUKOTIHIIEPOIUITHIBI
(T'J1) (28,6%), crepunnl (CT) (21%) u uepedposuast (19,6%) (Verhoek et al., 1983).
TonomnacT u3 aTHONMHMPOBaHHBIX rUNoKoTIIek Vigna radiate cocrosur uz @JI (51%),
CT (27,9%), nepamuno (16,6%) wu TIJI (4,4%) (Yoshida, Uemura, 1986).
BakyossipHass MeMOpaHa Ky/IbTHBHpPYEMBIX KieTok Acer pseudoplatanus mmena ®JI
(44,5%), T'JT (39,1%) u newrpanbubie unuasl (HIT) (16,4%) (Tavernier et al., 1993).
JlurmuaHeId cocTaB (paKIMK TOHOILIACTA, TMOJy4eHHOro m3 kietok Oryza sativa
cocrosut u3 DJI (38%), I'JT (31,1 %), CT (27,3%) u nepedposumor (7%) (Yamaguchi
and Kasamo, 2001).
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1.3.1. ’KupHble KHCJI0THI JTUIHI0B

XKupnsie kucnotsl (XKK) — TBepable KprucTaNIMUECKHE BEIIECTBA, IPAKTUYECKU
JUIIIEHHBIE 3araxa, XOpolIo pacTBOPUMBI B criupTe U 3dupe. B HacTosmiee Bpems B
pactutenbHoM Mupe u3BectHo Oonee 400 mpupomnsix XK, oTnuuarommuxcs 1o
CTENIEHU U XapaKTepy pa3BETBJICHUS YIIECPOJHOW LEMH, YUCITY U TMOJOKECHUIO
JIBOMHBIX CBSI3€M, MPUPOJIE M KOJIMYECTBY JPYrux (PYyHKIHOHAIBHBIX TPYHI W,
HaKOHEl, MO JJuHEe yriepoaHod nenu. Kak mpaBuiio, OHM MMEIOT YETHOE YHUCIIO
YIIEPOIHBIX aTOMOB, MIPUYEM MPEoOIAAIOIINM SBISIETCS KUCIOTHI ¢ 14-22 atomamu
yriaepoga B MoJekyne. [lo cTenmeHM HaACBIIEHHOCTH YTIEPOJIHOM LEenu aToMaMu
BojJlopoAa pasznuuaroT HackimeHHble (npegensHbie) (HXXK) u  HeHacwlieHHbIe
(menpenensubie) (HHXKK) JKK (He et al., 2020).

buocuHTE3 KUPHBIX KUCIOT B PACTCHHSIX NPOTEKAET B KaXKJOW KIIETKE, HE
OrPaHUYMBACTCS OMNPEICICHHBIMU TKaHsMH win opranamu. Cunrte3 JXKK de novo B
pacTeHUsIX MPOUCXOAUT B ruiactTuaax. C MOMOLIBIO paIMOAKTUBHO MEYEHOTO alleTaTa
¢ 14 yrmepomueiMu atomamu B Arabidopsis thaliana 6wsuto mokaszano, uto 38%
cunresupyembix JKK de novo momamaroT B NPOKAPUOTHUYECKUN TyTh CHUHTE3a
ounuaoB, a 62% skcnoptupyroTcs B sykapuotuueckuil. Ilocnme pecarypatynuu B
sHpomnazMarndeckoM petukynyme (IOIIP) 56% (34% ot obmero uymcna) XK
BO3BPAILAIOTCA B IUIACTUABI JJISI JAIbHEHIIEr0 CHUHTE3a TIUKOTIUUEPOJIUIHIOB MO
npokapuotudeckoMmy myt (Browse et al., 1986).

[Ipouecc ob6pazoBanust KK w3 amerata UUKIMYEH U KaTalU3UpyeTCs
MYJBTHIH3UMHBIM KoMIiekcoMm — cuHTa3oi JKK (Li-Beisson et al., 2013). Ameruni-
KoA, sBnsieTcs OCHOBHBIM CTpOMTENbHBIM 3ieMeHTOM Lenu JKK u BXoguT B myTh
cunte3a KK kak B kauectBe cyOcTparta st anetmin-KoA-kapbokcunassl (peakius 1),
TaK ¥ B KauecTBE MpaiiMepa Jijid Ha4aJdbHOM peakiuu KoHaeHcauu (peakius 3) (puc.
2). Atmmiepenocsiuit 6enok (AITB), neperocut manonm ot KoA ¢ obpazoBanuem
MaIOHWI-AIIB, KOTOpPBIN SBIAETCA TOHOPOM YTIJIEpOJa IJs BCEX IMOCIEAYOLINX
peakiuii yanmuHeHus (peakums 2). Ilocne kaxkmon konaeHcanuu 3-ketoaruia-Allb

BOCCTaHaBiuBaercs: (peakuusi 4), pAeruaparupyercss (peakuus S5) U CHOBa
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BoccTaHaBiuBaercs (peakuus 6) 3-ketoami-Allb peaykrazoi, 3-rugpokcuanui-
AIIb nerunpasoii u enomn-Allb pexykra3zoit cootBeTcTBenHO (Ohlrogge and Browse,
1995).

I[Ipu Bcem wmHorooOpasuu XK, y BBICHIUX pacTeHHl TOMUHHUPYIOIIUMHU
SBISIOTCA B OCHOBHOM HachbllieHHass manpmMuTuHOBasgs KK (C16:0) u 1Be
HeHaceimenaple KK — onennoBas (C18:1) u nmmaoneBas (C18:2). Hacwimennoi
creapuHoBoi KK (C18:0) B pacTeHUAX COAEPKUTCS HEMHOTO, a KUCIOTHI OT Cyo 110
Co4 IPUCYTCTBYIOT HE BCET/ia W Takke B HeOonblnx koimuuectBax (XKepebior mp.,
2002). B BakyoJspHBIX MeMOpaHax Tak)Ke OOHAapy>KEHO BBICOKOE COJCpIKaHHUEC
naneMutrHOBOM (C16:0) XK B docharununrmunepunax (Yoshida et al., 1986;
Tavernier et al., 1993).

cu,—-céo €O, AueTtun-KoA
~s-KoA @ Kap6okcunasa
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AQ®, ®H
@ O <0 @ O apy —n?©
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CHy=C— CH,—C—S-ATB

®

A g KoHpeHcauusa ]
B-KetobyTupun-Anb - CHy~CHy— CH,— C-S-AB
2 Bytupun-ANnb
HAO®H + H* o
1]

HARS R=C= CH,—C—S-AMB @

BoccTtaHoBneHue 8 °
-Ketoauun-Alnb
-KeTorpynnbl
B Py npo;lgsf)?(aerca HAQ®* BoccraHoBneHue
HALGOH + H* OBOMHOWN CBA3MN

¢ 8
CHy~C~ CH,—C —S-ANB
i

OH
o

A = 1l
B-rmapokcubytTnpun-AnB CHy~CH=CH—C—S- AT

TpaHc-A2-ByteHoun-ANB

@ Oerngparauus
Puc. 2. Peaknuu 6nocuntesa sxupHbix kuciot (Ohlrogge and Browse, 1995)
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B Tabmuue 1 mpuBeneH >KUPHOKHUCIOTHBIM COCTaB BaKyOJISPHBIX MeMOpaH
KopHerioaoB Pastinaca sativa, Petroselinum crispum, Dacus carota, Beta vulgaris,
runokoTmiield Vigna unguiculata, smctee Kalanchoé daigremontiana u 1uiomos
Ananas comosus.

Taoauna 1

JKupHOKHUCIOTHBIN cOCTaB TUNUIOB BaKyoJsIpHbIX MeMOpaH (% ot cymmsbl JKK)

Pasti- | Petroseli- | Dacus | Beta Vigna Kalanc- | Ananas

naca num carota | vulgaris | unguicu- | hoé comosus®
Kupnbie sativa | crispum L.! L.2 lata (L.) | daigre-
KHCJI0ThI L.t L.! Walp? montia-

na Ham.
et Per.*

12:0, 0,1 - 0,1 0,5 - - -
JIJAaypUHOBAsA
13:0, - ] 01 ] ] ] ]
TPUIECIIUIIOBAS
14:0, 0,4 0,5 1,0 - - - 1,35+0,07
MHUPUCTHUHOBAs
14:1(n-9), - - 0,7 - - - -
MHPUCTOJICUHOBA
14:2(n-6) - - 0,2 - - - -
15:0, 0,5 0,5 1,0 0,9 - - -
IICHTAACKAHOBAs
15:1, - - - 0,3 - - -
IICHTAACIICHOBAS
16:0, 19,9 18,0 20,7 28,3 41,4 32,3 | 29,941,35
IIaJIBMHUTHUHOBAs
16:1(n-9), 0,2 0,3 1,1 - - - -
IMAaJIBMHUTOJICUHOBAA
16:1(n-7), 0,6 0,7 0,3 0,3 - - 0,69+0,03
IMAaJIBMHUTOJICUHOBAA
16:2(n-6) 8,0 4,6 0,7 - - - -
16:3(n-3) - - 0,2 - - - -
17:0, 0,2 0,2 0,7 0,2 - - -
MaprapuHoOBast
17:1, - - - 0,2 - - -
MaprapmHOJICMHOBAA
18:0, 1,3 1,2 3,0 2,9 7 5 4,1+0,18
CTCApUHOBAA
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IIpooondcenue madbauywt 1

Pasti- | Petroseli- | Dacus | Beta Vigna Kalanc- | Ananas

naca num carota | vulgaris | unguicu- | hoé comosus®
Kupubie sativa | crispum | L. L.? lata (L.) | daigre-
KHCJIOTBI L.t L.t Walp?® montia-

na Ham.
et Per.?

18:1(n-12), ] ] 49 ] ] ] ]
TNETPOCCINHOBAA
18:1(n-9), 5,5 7,5 0,6 21,5 - 4,7 | 26,24%1,2
OJICUHOBAA
18:1(n-7), 1,3 1,4 - - - - -
M C-BaKII€HOBAas
18:2(n-6), 53,5 55,1 54,9 39,6 27,6 342 | 257+1,11
JIMHOJIEBAs
18:3(n-6), 0,9 0,7 0,4 - - - -
Y- JUHOJICHOBAA
18:3(n-3), 51 73 4.8 3,9 24 23,7 12+0,49
Ol-JIMHOJICHOBAs
20:0, 0,2 0,2 0,7 - - - -
apaxrHOBAasI
20:1(n-9), 0,1 0,1 0,2 - - - -
OHUKO3CHOBAas
20:1(n-7), - 0,1 2,4 - - - -
OHUKO3CHOBAas
20:2(n-6), 0,2 0,3 0,1 - - - -
OUKO3aauCHOBAs
20:3(n-6), - 0,3 0,3 - - - -
SUKO3aTPHUEHOBASI
22:0, 0,7 0,4 0,9 - - - -
OereHoBas
23:0, 0,3 - - - - - -
TPUKO3aHOBAs
24:0, 0,7 0,5 - - - - -
JIMTHOLCPUHOBAA
Y HXKK 24,3 21,6 28,3 34,0 48,4 37,3 35,34
S HHKK 75,7 78,4 71,7 65,7 51,6 62,7 64,64
AJIC 1,48 1,53 1,38 - - - 1,14+0,06

Ipumeuanue: 1 — Makapenko u ap., 2007; 2 — Makapenko u 1p., 1992; 3 — de Oliveira et
al., 2009; 4 — Behzadipour et al., 1998; 5 — Zhou et al., 2014.

B cocraBe numnuaoB BaKyoOISIPHBIX MEMOpPAaH BCEX MPEACTABICHHBIX PACTCHHM

npeodnagaror HHXK. B ToHommacre kopueronos Pastinaca sativa, Petroselinum

crispum, Dacus carota u Beta vulgaris cpenn HHXXK Goibiie Bcero oOHapykeHO
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aunoneBoir (C18:2(n-6)) KK, Torma kak B TOHOIUIAcTe TIHMIOKOTHIEH Vigna
unguiculata, nmcteeB Kalanchoé daigremontiana u mmozoB Ananas CcOMosUS
OTMEYCHO BBICOKOE cojepikanue u nuHojeBor (C18:2(n-6)) u nmunonenosoi (C18:3)
KK, a B ToHOmIacre miomoB Ananas comosus emie u oiaeunoBoi (C18:2(n-7)) XK.
Cpean HXKXK aunuaoB BakyodsipHBIX MEMOpaH BCEX paccMaTpHUBAEMBIX OOBEKTOB
npeobnanana nanemutuHoBas KK (Makapenko u ap., 1992; Behzadipour et al.,
1998; Makapenko u np., 2007; de Oliveira et al., 2009; Zhou et al., 2014).
JKUpHOKHUCITOTHBIN COCTaB JIMITHJIOB BAaKyoOJIeH IMOKa3aa, 4TO OOJBIIOE KOJUYECTBO
TJIALEPOJIUITAI0B C JJIMHHOICTIOUYCYHBIMU HEHACBIIEHHBIMU SKHPHOKHUCIOTHBIMA
OCTaTKaMH CBSI3aHO B IMEPBYIO oOuYepeAb C (QYHKIIMOHAIBHBIMU OCOOECHHOCTSIMU
BaKyoJICH: TpaHCIOPTOM M 3allaCAHMEM B HUX Pa3jUYHBIX METa0OJIUTOB,
NOJI/IEP’)KaHUEM OCMOTHYECKOTO TTOTCHIIMAIA M BBIMIOJTHCHUEM JIM30COMHBIX ()YHKITUN
(Maxkapenko u ap., 2007).

B HekoTopeix paboTax O0bUT mpoananu3npoBaH KK cocTaB OTIEIBHBIX KIACCOB
dochomumumor u raukomunuaoB. OcHoBHBIME KK docdomunumoB ToHOMIACTA
KyJIbTHBHUPOBAHHBIX KjaeTOok Acer pseudoplatanus wu Vigna radiate Obun
HNaJbMUTHHOBASI, CTEAPUHOBAsI, OJICMHOBas, JTMHONeBas u auHoeHoBast JKK (Yoshida
et al.,, 1986; Tavernier et al., 1993). Creneur HeHacoimennoctu KK vy
dochonmumuaor Tonortacta Vigna radiate Oblia HuKe, YeM Y IIa3MaTHYECKHX
mem6pan. CoctaB XK docdatuanoit KUCIOTH B TOHOIUIACTE CUIBHO OTIUYAJICS OT
cocTaBa apyrux (HochoaunumoB coaepkaHueM OTHOCUTEIIBHO OOJIBIIIOT0 KOJTHMYECTBA
C20:2 KK (11,2%) (Yoshida et al., 1986). I'mikonumuasl TOHOIIACTa KIETOK
Me3odma Avena sativa B MeHbIICH cTeneHH oOoramieHsl naabMuTuHOBOM XK B

otnuunu ot pochomununos (Verhoek et al., 1983).
1.3.2. HeiiTpajbHbIe JUMH/BI

Opakuust HeTpanbHbix JunuaoB (HJI) moxxer BkiouaTe B ceOs JIUMUIBI
anunsHOM mipupoabl (KK, skupHbIE CIUPTHI U Ap.); TIUUEPOIUNUABL (TIUIEPUABI) —
MOHOAUMWJ, JUAlWI W TPUALWITIULIEPUHBI; CTEPOUIHBIE JHUMUIBI; CBOOOHBIC
yraesogopoasl (Ketitce, 1975; Akmyp3una u ap., 2012).
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Mono- u puarmirauuepunbl (JAI) BblcTynaroT mpeAlIeCTBEHHUKAMH B
cunteze TpuanuiarauinepudoB (TAT) (puc. 3). Al npencrapisier coO0l Ba)KHYIO
TOYKY Pa3BETBJICHHS MEX]y HAKOIUIEGHHMEM M CHHTE30M JUNUAOB MeMmOpanbl. JIAT
BBICTYNAaIOT B KauecTBe cyOcTtpata misi OuocuHTe3a (pochaTUAUIXOIUHOB H
dochaTuAMIATAHOIAMUHOB 1O OJAHOMY NYyTH U TJIMKOTIUMUEPOIUNUIAOB — TIO
apyromy. TAI npenctaBiasioT co00il KOMIAKTHYIO MOJIEKYIY JUIsl XpaHEHUS! SHEPTUH
u yriaepona B opranusMmax. [loatomy TAI' B GoyibIIOM KOJIMYECTBE COJEPIKATCS B
ceMsHaX, 3THOJMPOBAHHBIX MPOPOCTKAX, HO TAK)KE HAKAIUIMBAIOTCS B CTApEIOIINX
mucteax, neuiblie. TAIT cuntesupyercs u3z [JAI' nByms B3anMOJONOJIHSIOIIUMU

peakiusimu, anmi-KoA-3aBucumoit u anmin-KoA-He3aBucumoit peakiuer (Zhang et

al., 2009).

Puc. 3. Oodmas ¢popmyna raureponunuaos (rumuepuaos) (Fahy et al., 2011)

Crepunbst (CT), B pacTeHHSIX HU3BECTHbIE KaK (DUTOCTEPUHBI, SBISIOTCS
M30IPEHOUIHBIMU TPOU3BOJHBIMH U HEOTHEMIIEMBIMU KOMITIOHEHTAMH JIUIIHUIHOTO

oucios meMOpansl (puc. 4).

<

~
N
8

2

Puc. 4. O6mas ctpykrypHas ¢popmyna crepunoB. Konsia A, Bu C —
TUAPUPOBAHHBIN peHanTpeH, D konbio — nukionenTad (Banurosa u np., 2016)
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CrepuHbl B pacTEHUSAX MPUCYTCTBYIOT B CBOOOJHOM COCTOSIHUHU (CBOOOIHBIE
CT), B CONpsOKEHUHM C BBICIIMMH S>KHUPHBIMU KHUCIOTaMU (CTEpUHOBBIE A(UpPHI), a
TaKk’ke B  KOHBIOTMPOBAHHBIX (opMax B  BHUAE  CTEPWITJIUKO3UIOB U
AIWICTEPUITIMKO3UIOB, YIJIEBOAHBIX Mpou3BoAHbIX crepuHoB (Ferrer et al., 2017).
Kaxnaplii Buj pacTeHUl MMEET CBOE€ COOCTBEHHOE XapaKTepHOE paclpejesieHue
¢uToCTEpUHOB, IIPU 3TOM Hauboisee pacnpoctpaHeHHbIMU CT B mpupojae sBISIOTCS
B-cutoctepuH, kammnectepuH u cturmactepun (BamurtoBa u ap., 2016). Pacrenus
TaK>Ke€ COJEP>KaT OTHOCUTENbHO HEOOJIbIIIOE KOJIMYECTBO XosecTepuHa (okoso 1% ot
obmrero konuyectBa CT), 0OBIYHO B HECKOIBKO COTEH WJIM THICAY pa3 MEHbIIIE, YEM B
KUBOTHBIX. XOJIECTEPUH BXOJUT B COCTaB MEMOpaHHBIX JIUMHAOB W JIUIHJIOB
JIMCTOBOW MOBEPXHOCTH, MPOU3BOIHOE XOJIECTEPUHA 7-IETHUAPOXOJIECTEPUH SBIISECTCS
KJTIOYEBBIM TPEAIIECTBEHHUKOM JUIsi OMOCHHTE3a BUTaMUHa D3. XoliecTepuH Takke
ABJIAETCS ~ TMPEJIIECTBEHHUKOM  TakKUX  METabOJIMTOB  Kak  CTEPOUHBIC
TJIMKOATKAIONAbl U puTodKIuCcTepouanl (Sonawane et al., 2016).

B 3aBucuMoOCTH OT coaepKaHHsl Pa3IUYHBIX AIKWJIBHBIX Tpynn npu 24-m
aToOME YTrJjepoJia CTEpUHBI AENAT Ha 24-METWICTEPUHBI U 24-3TUiICTEpUHBL. B TO
BpeMsl KaK KaMIIeCTEpUH U B-CHUTOCTEPUH MMEIOT METHWJIBHYIO U 3THIBHYIO TPYIIIIbI
COOTBETCTBEHHO, CTHUTMAacTE€pUH, KpoMe OTWiIbHOW rpymnmbl npu C24, wumeer
JIOTIOJTHUTENIBHYIO JTBOMHYIO CBs3b mpu C-22 aroMe B OTJIIMYHMH OT P-CHTOCTEpHHA
(Moreau et al., 2018).

Cunre3 ¢uroctepunoB npoucxoaut B IIIP u cocrour u3 Tpex sTamos.
[lepBblii 3Tan — 3TO MEBAJIOHATHBIN MyTh, NpeBpalleHue aneTui-KoA B MeBalloHaT U
CKBaJIeH. BTOpoil 3Tan — 3T0 NUKIK3alus CKBAJIEHA C MOMOIIBIO CKBAJIEHANOKCH 1a3bl
c oOpa3oBaHMEM [UKJIMYECKHX TPHUTEPIICHOBBIX CKEJIETOB H  TeHEeparuu
[UKIIOAPTEHONAa W JIaHOCTepuHA. B ocHOBHOM (QuTOCTEpHHBI, B TOM YHCIIE
MeMOpaHHbIe, CHUHTE3UPYIOTCS W3 IUKIOApTEHOJa, HO B CBSI3U C TEM UTO TIE€H
JAHOCTEPUHCUHTA3bl ObUI HAilIeH B HECKOJbKUX BHJAX pPACTEHUH, TO ObLI
MPEANOJIONKEH MyTh CUHTE3a PACTUTEIbHBIX CTEPUHOB Yepe3 JaHOCTEPHUH (Sonawane

et al., 2016). DkcrepumenTsl Ha Tpopoctkax Arabidopsis thaliana ¢ momormkto
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MetonoB AMP moxkazanu, 4To HEOOJBIIOE KOJIUYECTBO CUTOCTEPUHA 0Opa3yeTcs u3
nanoctepuna (Ohyama et al., 2009). BeposiTHO, TaHOCTEpPUH MOXKET MPOIYIUPOBATH
HeOonpuioe konumdyecTBo CT B kauecTBe AOMOJHUTENBHOIO MYyTH M TaKOM MYTh
cunre3a CT MOXKET UMETh OTHOIIEHUE K OTBETHOM PEAKIMU PACTECHUI HA CTPECCOBBIE
Bo3neiicTBus (Zhang et al., 2020). 1 Tpetuit 3Tam — 3TO CHUHTE3 XOJIECTEPUHA C
nomoibio SSR2 (peaykraza 60koBOM 11enH 2) M0 OAHOMY YTH U 24-aIKUJICTEPUHOB
¢ omotisto SMTI (ctepun-C24-metuntpancdepaza — no apyromy. Huke mo xomay
OyTH CHHTE3a (PUTOCTEPUHOB TOYKAa BETBIEHUA 24-MeruieHnodenora u 24-
TIIIHIEHET0(EeHO0a HApaBsieT METa00IMYECKU MOTOK MO0 K KaMIECTEpUHY, a
3areM K OpaccuHocTepouaaMm, JuO0 K 24-3TUiCTeposiaM, CUTOCTEPUHY H
CTUTMACTEpUHYy. JTa TOYKA BETBJICHHS CIIOCOOCTBYET YCTAHOBJICHUIO COOTHOIICHUS
coJlepKaHMsl KaMIIECTEPUHA K COJIEPKaHUIO CUTOCTEPUHA B KAYECTBE XapaKTEPHOIO
npusHaka pactenuii (Rogowska and Szakiel, 2020).

B cocraBe HJI Tonomnacra Beta vulgaris waenTuduuupoBanbl MOHO-, TU- U

tpuariaraunepuasl, CT (ta6:. 2), a¢hupsl CT u cBoOOHBIE YTIEBOIOPOIBI.

Taoauna 2
CocraB CTepHHOB BaKyOJISIpHBIX MeMOpaH (% OT 00IIero KOJIM4YeCcTBa JIUITHIOB)

Vigna Acer Oryza Avena

JInnmu e radiate L. | pseudoplatanus | sativa L.® | sativa L.*
|2

AUMICTEPUIATIIMKO3UIBI 7,4 10,9 20 13,2
CTepuiriuKo3uasl 2,3 12,2 1,3 7,8
CB0OOTHBIE CTEPUHBI 18,2 51 6,0 -
D¢dupsl crepuHOB - 2,6 - -

Ipumeuanue: 1 — Yoshida and Uemura, 1986; 2 — Tavernier et al.,1993; 3 — Yamaguchi et
al., 2001: 4 — Verhoek et al., 1983.

[IpucyrctBoBasio Takxke HeOonbmoe komuuectBo KK u  a-Tokodepona
(Makapenko u gap., 1992). B Ttonorutacte Acer pseudoplatanus B cocraBe

HeﬁTpaHBHBIX JIUIIN 0B OBLI0 caeayromee pacrnpeaciiCHUC OTACIBHBIX KIIACCOB
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munuaoB: cBoboansie CT — 29,6% ot obmero konuvyecta HIL, agupsr CT — 17,2%,
MoOHoauunrauepuasl — 3%, auanuiariaanepuasl — 5,5%, TpUALMITIMLEPUABI —
20,5%, cBobomubie KK — 12,2%, metunossie 3¢upsr KK — 2,7% (Tavernier et al.,
1993).

1.3.3. IloasipHble JUMUIBI

[Momsipupie  nunuasl  (IIJI) 0oOBIUHO JensT HAa JBa OCHOBHBIX KJjacca:
dochomunuael (OJI) u rmmkornuueponunuasl (rukonunuasl) (IJ1). Bece ®JI B
3aBUCUMOCTH OT BXOJAILIEr0 B UX COCTaB IMOJHOJA 1IeJIeCO00pa3HO pa3/ieuTh Ha
rimtepodochounuabl (bochaTuaUIXOIUHBI, dbocharuanIdTaHOIAMUHBI,
docharuamicepunsl, (GocharuauInHO3UTE, (GocharuaHas kuciora) (puc. 5),
muonbHbie  ®DJI  wm  chunropochonununer  (cuHromuenuusl). B cocrtas
dochonumuaOB BXOASAT TaKKe TJIMIEPUH, >KUPHBIC KHCIOTHI, albACTUABl U

A30TUCTBIC COCAMHCHU A (XOJII/IH, 9TaHOJIaMHH, CepI/IH).
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Puc. 5. CtpykrypHas popmyia pochommuaos (Lim et al., 2017)
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I'muuepodocdonumnuasl COCTOSIT u3 [JIMLIEPUHOBOTO OCTOBA,
ATEepUUIIMPOBAHHOTO JIBYMS *KUPHBIMH KHUCJIOTaMH B MOJOXKEHUsAX SN-1 u Sn-2 u
coJiep)KaT B MOJISIpHOM TonoBke ¢ocharHyro rpymmy (Michaud et al.,, 2017). K
rUAPOKCUITY (HOChHOPHON KUCIOTHI CI0KHOA(UPHON CBA3BIO MPUCOEIUHEH paguKall
(cepuH, XOJIUH, TJIMIIEPUH, UHO3UT U Ap.) U JIBa allJIBHBIX OCTAaTKa KUPHBIX KUCIIOT,
coaepxkamux ot 12 1o 18 atomoB yrieposa.

B nasBanusax ®JI, norepsBmMX OJHY U3 IBYX allUWJIbHBIX IIETIEH, UCTIOIB3YETCS
npuctaBka «iu3o». Jluzodochomunuasl oOHapykuMBarOTCS B MeMOpaHax B
HEOOJIBIIINX KOJIMYECTBAX — IMOSBJIICHHE JTHX BEIIECTB MPUBOJIUT K HAPYIICHUIO
CTPYKTYpbI Oucnos u au3ucy kietok (bonasipes u ap., 2006).

['mukormuueponunuaspl MOKHO TOAEIUTh Ha riukoswirauiepunsl (MU,
AUAr, CXAI) (puc. 6) u riukoc@UHTrOMUNUAbl (LepeOpO3UIbl, TaHTIUO3UIBI,
cynbdatuasl, 1710003uab1). [log obmwmm HazBanuem ['JI oOBETUHSIIOT pa3iHYHbBIC

JIMITUIHBIC IIPOU3BOJHBIC CaXapoOB.
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g O\\\ by OH )J\ OH OH
2
\“/ = . 3 O\M
o] & b o 0
R, 0 OH

MOHOraJaKTO3WIIHAMITIHIEPUH \“/
Q JIMraaakTo3uIAnA M AN ITHIEPHH
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<
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Cynb(poXxuHOBOZHIHAKITIHIEPHH

Puc. 6. Ctpykrypnas ¢opmyna riaukorauneponunuaos (Lim et al., 2017)

I'mukorauuepoJunuabl — O5TO TJIMKO3WIBHBIE MPOU3BOJHBIE IIEpaMHUA,
MpeIcTaBICHbI Iiepedpo3naamMu, cyiabdaTuaaMyu W TaHTIMO3WAaMHu. B 3aBUCUMOCTH

OT JUJTMHBI M CTPOCHHUS YIJIEBOAHOW pazivyaroT UepeOpo3uabl, CoAepKallie MOHO-
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WU OJIMTOCaXapUJIHBIA OCTaTOK, W TaHramo3unbl, K OH-rpynmne, KoTopbIx
IIPUCOECIMHEH  CJIOXHBIM, Pa3BETBICHHBIA olMrocaxapup, coxaepxkamud N-
aneruinHelipamunoByto kucioty (bonaesipeB u np., 2006). B pacrenusix vaiie Bcero
BCTPEYAIOTCS MOHOTaJIaKTO3WITHAIAITITULEPUHBI M an) u
nuranakrozunauanunruiepunsl (JII) (BackkoBckuii, 1997).

Pactenuss nmpoayuupyrT MOJSPHBIE JUMUIBI 4Yepe3 IYKaApUOTHUUYECKUU MYTh
(nyts Kennenu) u mnactuuabiii myth (puc. 7). I'mukormuneponunuasr (MU, AU AT
u CXJII') cuHTe3upyroTCsl TOJBKO B IJIacTUIAX, oAHaKo npu cunteze MU Taxke
MOKET UCIOIb30BaThCcs GhochaTuanIxoiuH U3 sykapuotudeckoro myTH (Slack et al.,
1977).

buocuHTe3 TONSAPHBIX JMMOUAOB HAauMHAETCA ¢ oOpaszoBaHus dochaTuaHOM
KuCIIOThl. DocdarupHas KucIoTa MOXKET ObITh mpeoOpaszoBana B JIADIT wim
mutuauaaudocdar-AAT (HAD-AAD). ['mukornuuepoaunuasl CUHTE3UPYIOTCS U3
JNAT, a ®I' w3 IADP-AAI' B mmactumax. B memOpane OIIP uz LAD-JAD
cunresupyercsi @I, Ho Takke u OU. ®X u DI npousBogsarcs uz AI ¢
UCIONIb30BaHueM  nutuauHaudochoxonuns u  muTHaAuHIUdochoITaHOIAMUH
cootBeTcTBeHHO, a PC mnpomsBoautcs u3 PO ¢ MOMONIBIO peakuuu oOMeHa
ocHoBaHui (Yamaoka et al., 2011).

B cocraBe momspHBIX JMIKIAOB BaKyoJsspHOW MemOpansl Beta vulgaris
npucyrctBoBamn  ®JI  (tabn. 3) wu  raukormmuepoiunuabl.  [Ipeobnamanm
dochatuamnxonuubl (OX) u docharunumTanonamunbl (DPI), cocraBisiomue B
cymme 78% (Marty, Branton, 1980). Conepxanue docharuauicepunoB (PC),
docharuamnrmunepunoB (PI) u docharnauoit kucmorer (PK) camoe HU3KOE B
TOHOILIACTE. B cocrae ~ ®JI  TOHOmIAcTa - TAaKXKE€  MPUCYTCTBOBAIU
mudocharuamiriaunepunsl  (2,4%). IlpuMeuaTenbHO, YTO B COCTaBE JIUIMHJIOB
BaKyoJieH M TOHOIIacTa KopHemwionoB Beta vulgaris orcyrcTBoBayim nmu30(opMBI

dochomunuaos (Makaperko u ap., 1992).
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Biotechnological

applications
Lipid-based
signaling G VLC-PUFA
Glucose PI(4,5)P, Pl

Eas= CDRDAG CDP-Cho/CDP-Etn
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|
EK, G3P LPA— P DAG% PC/PE
l
|
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|
|
¥

Glycolysis

Ser

A protective

Acyl-CoA————— - VLCFA-CoA————¥

_ ar
________ ———— )
ACBP -
Pyruvate Oxylipin (Jasmonate, green leaf volatiles)
A
PDH FFA !
FAS ¢

Acetyl-CoA——-» Acyl-ACP
I

G3P~>|PA—> ! DfG—»MGDG—’ DGDG

Essential components of
photosynthetic membranes

PG+ cDP-DAG SQDG

Puc. 7. YrpouieHHbIH B3] HA OMOCUHTE3 JIUIUJIOB B 3€JICHBIX

dorocunTeTnyeckux kiaetkax (Li-Beisson et al., 2016)

Obosnauenus: ER — sumommasmatmueckuii perukyaym, plastids — mmactuasr, glucose —
rimoko3a, glycolysis — rimkonus, pyruvate — nupysar, PDH — nupyBataeruaporenasa, acetyl-CoA
— anerun-KoA, FAS — cuntasza skupHbix kucior, acyl-ACP — amun-AIlb, G3P — rimuepun-3-
docthar, LPA - mumsodocdharumnas kuciora, PA — dochatugnas kuciora, DAG -
TUAITITIIALCPUH, MGDG - MOHOTATAKTO3WITUAIIAITTUIICPUHBI, DGDG -
muranakto3uanaruirnnepunsl, CDP-DAG — mwrunmuamudocdar muanunrmuuepun, PG —
dbocharummnrmuuepunsl, SQDG — cynbdoxuHoBOZMIIMANMATIULIEpUHBI, FFA — CcBOOOIHBIE
xupHbIe Kuciotel, ACPB — anmin-CoA-ces3siBaromnuii 6enmok, acyl-CoA — anmin-KoA, VLCFA-CoA
— ani-Ko A-cHHTETa3a JKUPHBIX KUCIIOT ¢ JUIMHHOM 1emnbto, Pl — docharuanmunosutsl, PI1(4,5)P2 —
bocharuaununosut-4,5-6uchocpar, CDP-Cho/CDP-Etn -  muwruauagudocdar  xouun/
mutuaaaandocdar sranonamun, PC/PE — docharuannxonunsl /bochatuammranogamMunsl, TAG
— tpuanmirmnepunbl, VLC-PUFA — nmonvHeHaACHIIIEHHBIE KUPHBIC KUCIOTHI C JUTMHHOM IEIBIO
(>20C), oxylipin (jasmonate, green leaf volatiles) — okcunununa (>kacMoHaT, JieTydre BEIIECTBA
3eneHbIX JucTheB), Sphingolipids — counrommmumer, wax and cutin — Bocka u KytuH, essential
components of photosynthetic membranes — ocHOBHBIC KOMIIOHEHTBI (POTOCHHTETHYESCKUX
MmemOpaH, a protective and developmental role — poss B 3amute u passutun, lipid-based signaling —
TMNUAHBIA curHanuHr, biotechnological applications — 6GuotexHomoOrHYeckoe MpUMEHEHHE.

KonnuecTtBo I'I, a AMEHHO MI'IITL, AU AT 51
cynbpoxunopazunguanuiarauuepuasl  (CXJI), B OonblIOM KOJIMYECTBE OBUIU

oOHapyXeHBI B TOHOIUIACTE MPOTOILIACTOB KIETOK Me3oduilia JUCTheB Avena sativa
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— 28,6% ot ob6mero xommuectBa aunugoB (Verhoek et al., 1983), B Kalanchoé
daigremontiana — oxomo 25% (Behzadipour et al., 1998), KynbTHBHpPOBaHHBIX
kiaetkax Oryza sativa MI'AI' mouru He Obuto, a AT — 31% (Yamaguchi and
Kasamo, 2001). Mensie Bcero I'JI 3apeructpupoBaHo B ToHoruiacte Vigna radiate —
4,4% (Yoshida and Uemura, 1986).

Tabauuna 3

dochonmunuaHbIi COCTaB BaKyoJIIpHBIX MeMOpaH (% oT ob1iero kosauuectBa OJI)

Vigna Acer Beta Avena Kalanchoé
Jimmuaer | radiate | pseudoplatanus | vulgaris | sativa L.* | daigremontiana
L.t L.2 L.3 Ham. et Per.®
O] 314 46,7 28,5 20,6 ~ 24,11
dX 46,5 30,3 39,5 49,7 ~ 41,13
JIDX - 1,6 - - -
@or 4,5 2,3 3,1 20,6 ~11,3
JOr - - 2,4 - -
0)7| 11,2 15,3 12,0 9 ~ 12,8
dC 4.3 2,5 Cruensl - -
OK 2,2 14 14,6 - ~ 10,6

Ipumeuanue: 1 — Yoshida and Uemura, 1986; 2 — Tavernier et al.,1993; 3 — MakapeHKo u
ap., 1992.; 4 — Verhoek et al., 1983, 5 — Behzadipour et al., 1998.

1.4. Biusinue a0HOTHYECKHUX CTPECCOBBIX BO3/1eiiCTBUA HA PACTEHHS

Okpyxaromiasi cpefa MOCTOSHHO OKa3bIBAET BIUSHUE Ha KUBOW OpPraHHU3M.
TpaauimoHHO CTpecCcOBBIE BO3JACUCTBUS (CTPECCOPBI) Pa3NeisiOT Ha OMOTUYECKHE
(BUSHUE JKMBBIX OPraHW3MOB) W aOWOTHYecKHe (MEXAy OpraHU3MaMu U
dusnueckoit cpenoi). [lockonbKy pacTeHUs TMPHUKPEIUICHBI K MECTy OOWTaHUs, TO
OHHM TIEPUOJMYECKH TOJBEPTAIOTCS AOMOTUYECKUM CTPECCOBBIM BO3JICUCTBHSIM U
BEIHYKJIeHBI K HUM anantupoBaThes (Krishania et al., 2013). Abuotnueckue cTpeccs
(BBICOKME M HHM3KHE TEeMIIEpaTyphl, 3acyXxa, HaBOJHEHHE U Jp.) OCOOCHHO CHJIBHO
BIIMAIOT HA POCT U YPOKAITHOCTh CEJIbCKOXO3SIUCTBEHHBIX KYIbTYD.
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Tepmun cTpecc (OT aHTII. «stress» — HaIpshKEHUE) ObLT MPEIIOKEH YUEHBIM-
¢dusnonorom 'ancom Cenbe B 1936 . 151 )KUBOTHBIX opraHu3MoB (Selye, 1936). Oto
COBOKYITHOCTh BCEX HECTICITU(PUUECKUX U3MEHEHU, BOSHUKAIOIINUX B OPTraHU3ME TIO]T
BIUSHUEM HEONarompwsITHBIX H  moBpexaaronux (akropoB. Ha ocHoBe
OPUTHHAIBHON KOHIENIHH cTpecca 1Mo Cenbe BBIACISIIOT TPU CTaJWH PEAKIUHd Ha
CTpecc: TepBUYHAs CTpeccoBas peakius (Hadaio cTpecca, KaTabonnyecKue
IPOIIECCHI MPEBBINIAIOT aHAOOIMYECKUE), CTaaus CONPOTUBJICHUS (aaanTamus,
3aKalMBaHue), cTaaus wucromeHus (mmurtenbHbiii ctpecc). H. K. Lichtenthaler
pacIIMpui KOHIICTIIIMIO CTpecca pPacTCHUH, BKIOYMB B HEE CTAJHMIO pPEreHEPAINH
pacteHuii (Korjma cTpeccop yAaleH M YPOH OT cTpecca He ObUI CIMIIKOM BBICOK)
(Lichtenthaler, 1998). Cambie pa3HooOpa3Hbie HEOIArONMPUATHBIC (PAKTOPHI MOTYT
JCHCTBOBATh JJIUTEILHOC BPEMS WM OKa3bIBaTh CPaBHUTEIBLHO KPATKOBPEMEHHOE,
HO CWJIbHOE BIWsSHHWE. B mepBoM ciydyae, Kak NpaBWIO, B OOJbIICH CTEICHH
NPOSIBJSIFOTCSL  CHICIIM(PUYECKHEe MEXaHW3Mbl  YCTOWYMBOCTH, BO BTOPOM  —
Hecrienuduyeckue (Uynunoa u Oprosa, 2006). K Hecnenuduyeckum mporieccam,
NPOUCXOMASAIIAM B KJIETKaX PACTCHHH, OTHOCSIT T€ OTBETHBIC pPEAKIMH, KOTOPHIE
HaOII0A0TCSI TIPU JIFOOBIX CTPECCOBBIX BO3nehcTBUAX. K crennduyeckuM OTHOCST
pPCaKIMK, KA4eCTBEHHO OTJIMYAIOMIMECS B 3aBUCUMOCTH OT BO3JCHCTBYIOMIETO
daktopa u renotuna pactenuid (ILsteirun, 2008).

[ToBpexneHne KICTOYHBIX MeMOpaH, n3MEHEHHs (PePMEHTATUBHBIX MPOIIECCOB
U TIOCTEAYIOINE OTKIOHEHUS B KIETOYHBIX CTPYKTYypax U METa0oNM3Me SBISIOTCS
NEPBUYHBIMH  PEAKIMSAMH  PACTHUTEIBHOW KIETKH. JMUTEIBHOCTHh TPOTCKAHUS
OMOXMMUYECKUX PEaKIMi U U3MEHEHHUS B PACTCHHIX 3aBUCHUT OT KOJUYECTBEHHOTO U
KaueCTBEHHOT'O XapaKTepa CTpeccopa. Y CTOMUMBOCTh OpraHU3Ma K CTPECCOpy U €ro
JanbHEWIIee pa3BUTHE OMPENEIsIeTCs CTENEeHbI0 M BHUIOM J3TuX peakmuii (Wang,
2003). Ha pucyHke 8 mnpuBeeHbl OCHOBHBIC 3alllUTHBIC MEXaHU3Mbl PACTCHUM
MPOTHUB A0MOTHYECKHX CTPECCOB: KYTHKyJa KaK BHENIHUM IIUT, HEHACHIIICHHBIC
KUPHBIC KUCIIOTHI KaK MEMOpPAaHHBIH MOIYJIATOP M MPEAMISCTBEHHUK OKCHUJIMITHHOB,

(depMeHTbl aHTUOKCUJAHTHOM CHCTEMBI, IIANEPOHBI U OCMONPOTEKTOPHL. [lpu
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CTPECCOBOM BO3JIEMCTBUM CHUTHAJIBHBIE MOJIEKYJIbI MOOMIIM3YIOT HHXKECTOSLIUE
3¢ (dexToprl, B NEPBYIO OYepeab MPOTEMHKHHA3bl U (PAKTOPbl TPAHCKPUIILIMH, YTO
MPUBOJIUT K MU3MEHEHUIO 3KCIPECCHHM T'€HOB M aKTUBHOCTHU OENKOB-(PEPMEHTOB, TEM
caMbIM 3amyckas 3ammuTHbie cucteMbl (He et al.,, 2018). Jlunuael sBistOTCS
HEOThEMJIEMBIM KOMIIOHEHTOM MeMOpaH, a Tak)Ke€ HEKOTOpbIE JIMMUIbl BBHICTYMAIOT
KaK CHUTHAQJIbHbIE MOJIEKYJbl ((pochaTuAMIMHO3UTHI, (ochaTuaHas KHUCIIOTa),
MO3TOMY MOKHO CKa3aTh, YTO JIMMUIbl BBIMOJIHSIIOT BAXKHYIO POJIb B 3alllMUTe

pacTeHuil mpu abUOTUYECKUX CTpeccax.

ABMOTHYECKHE CTPECCBI

3ACYXA, HABOJTHEHHE, XO.TO/T,
1 3HOIA, 3ACOJIEHHE u ap.

CHUIrHAJIBHBIE MOJIEKYJ1bI

ABA, H202, H2S, NO,
PAs, Ca?* un

KYTHH, BOCKA

HU3MEHEHHE 5KCITPECCHH TEHOB
H AKTHBHOCTH BEJIKOB/®EPMEHTOB

Puc. 8. OCHOBHBIC CHCTEMBI 3aIUTBI PACTCHUH W WX PETYISAIUSA TNPU
abuoTnueckux Bo3xaeiicTBusax (He et al., 2018)

Obosnauenusi: ABA — abuwmsoBas kucnora, PHYB — d¢uroxpom B, APX,
ackopOarnepokcunasza, GST — riyratuon-S-tpancdepasza, HSP — OGenox teroBoro moxa, Pro —
npoimuH, GB — riouume Oeramn, PAs — mnommamuubl, MAPK — MuToreH-aktuBupyemas

npotenHkrHaza, DREB — 0enok, cBS3bIBAIOIINN 3JIEMEHT, pearupyromuii Ha neruaparanuto, AOC
— antuokcuanTHas cucrema, HH)KK — HeHachllieHHbIE )KUPHBIE KUCIOTHI.
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1.4.1. OkucaurtenbHOe CTPECCOBOE BO3/elCTBHE U U3MEHEHH e

MeMﬁpaHHbIX JUIINI0B

OKuCIUTENBHOE CTPECCOBOE BO3ICMCTBUE — ATO MPOLECC MOBPEKIACHUS KICTKH
B pesynbTare oOkucieHus. OH UHAYHUPYET OOpaTUMble WM HEOOpaTHUMBbIC
MoauduKauu OETKOB, HYKJIEMHOBBIX KHCJIOT, YIJIEBOJOB M JUNUI0B. boiee Toro,
noBpeXxaass MeMmOpaHbl, nepekucHoe okuciacHue unuaos (I1OJI) HapymaeT ux
OapbrepHyl0 (YHKIIMIO, U KJIETOYHBIE opraHesuibl pacnanaroTcs (Moller et al., 2007).
Jlns  3amuThl  OT  OKHCIMTENIBHOTO CTpecca B KIETKaxX  (PyHKIHOHHUPYET
AHTUOKCHUJIAHTHAsI CUCTEMA.

B pactenusix moctossHHO 00pa3yrorcs akTuBHBIE opmbl kuciopoaa (ADK) B
mpoiecce KIETOYHOTO JAbIXaHWsl (CYNEpPOKCHJ pajuKal, THAPOKCHI-PaJUKall,
CUHIJICTHBIM KHCJIOPOJA U TIEPEKHCh BOJIOPOJIa) Kak TMMOOOYHBIC TMPOIYKTHI
METa0OJIMYECKUX ITyTeH, KOTOpPhIE TOTJIOMIAIOTCA PA3IUYHBIMH KOMIIOHEHTAMH
AHTUOKCHUJIAHTHOW cucTeMbl. OKHUCIUTENIbHBIA CTPECC COMPOBOXKIAET MPAKTHUECKU
Bce OMOTHYECKHE M aOMOTUYECKHE CTPECCOBBIE BO3/ICUCTBUS HA PACTEHUS U SBIIACTCS
OJTHMM W3 CaMbIX paHHHUX OTBeTOB Ha ctpecc (Hernandes et al., 2001). Pacrenus,
NPOSBISAIONINE  PA3IMYHYI0 YYBCTBUTEJIBHOCTh K aOMOTUYECKHM  CTpeccaMm,
JIEMOHCTPUPYIOT PA3INYHYIO CTENIEHb OKUCIICHUS JIMIHUIOB U OEJIKOB.

OCHOBHBIMU TIPUYUHAMU OKHUCJIMTEIBHOIO CTpecca SIBISAIOTCS: 1) pa3BuTHE
nucOananca Mexnay npousBoiAcTBoM ADK wum geTokcukaiueld u3-3a HapyIICHHS
KJIIETOYHOTO TroMeocTa3a B KieTke; 2) mnpousBoacTBo ADK crnenuanbHbIMU
dbepMeHTaMi B KadeCTBE COCTABHOM YaCTH CTPECC-CUTHAIM3AIMUN W HWMMYHHOTO
OTBETa. JTU MEXAHU3MbI MOT'YT BO3HUKAaTh OJHOBPEMEHHO, MOCKOJIBKY CTPECCOBBIE
BO3JEHUCTBUSA MHIAYIUPYIOT AOMOJHUTEIbHOE MPou3BoACTBO ADK depe3 akTUBAIIUIO
HAJI®H-okcumasz u nepokcuaas kierounoi crenkn (Kpecmasekuit u ap., 2012; Cui
etal., 2012).

VY CTaHOBJIEHO, YTO KHUCIOPOA W €r0 aKTUBHBIE (OpMBI OOJIee pacTBOPUMBI B
KUJKOM JIMIUIHOM OHCIIOE, 4UeM B BOJHOM pactBope. CrnenoBaTeabHO, MeMOpaHHbIE

JIUIIMABI, B OCHOBHOM (I)OC(I)OJ'II/IHI/II[I)I, CTAaHOBATCA OCHOBHBIMH MHIICHIMU
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OKUCITUTEIBLHOTO TOBpexaeHUs. OCOOCHHO YYBCTBUTEIbHBI MOJUHEHACHIIICHHBIC
KUPHBIE KUCIOTHI (poconunumos, Tak Kak jerde atakyrorcs ADK, yem amuibHbie
LENHU >KUPHBIX KUCIOT O€3 JBOMHBIX JTUOO C OJHON JBOWHOM CBA3bIO. BbicOKkas
KOHIICHTpAaIusl NoJMHeHackIeHHbIX KupHbiX kuciaoT (ITHHXKK) B dbochonunumax
KJIETOYHOM MEeMOpaHbl HE TOJBKO JI€JIaeT UX TVIABHBIMU MUIICHSMH JJISl PEaKIUuu C
A®K, HO Takke MO3BOJIIET UM Y4acCTBOBATh B JJIUTEIbHBIX HeNHBIX peakuusx [TOJI
(Naudi et al., 2013). IlepekucHOE OKHCJCHHE JIMIUAOB YCYIyOJsieTCs 3a CUeT
oOpa3oBaHUsl JIMOUIHBIX pPAJAUKAIOB, KOTOpbIE CaMU MOTYT pearupoBath U
nospexxaate O0enku u JJHK (Sharma et al., 2012). ITosromy I1OJI paccmarpuBatot
KaK MpHU3HAK OKHUCIHUTEIBLHOTO CTpecca M HHJUKATOpa TOBPEKIACHUS KIIETOYHBIX
MeMOpaH.

I[TOJI 00bMHO BKJIIOYAET OTaNbl: HWHUIMAPOBAHME IIEMHON pEaKIHH,
pacripoctpanenue u npekpaimieHue (Catala et al., 2006). Ha craguun nannuaruu [1OJ1
POOKCUJAHTHl OTHICIUISIIOT aJUITMIBHBIA BOAOPOJ, 00pa3ys JWIUIHBIA pagukal,
KOTOPBIN CTPEMUTCS CTaOMIM3UPOBATHCS IMyTEM 00pa30BaHUs COMPSKEHHOTO JIUEHA.
B ¢aze pacnpocTpaHeHuss TUNUAHBIA paJuKanl OBICTPO pearupyer ¢ KUCIOPOIOM C
o0pa30BaHUEM JIMITHUIHOTO MEPOKCHUpAIUKalia, KOTOPbIN yaaiasieT BOJOPO OT Apyron
JUTIATHON MOJIEKYJIbI, 00pa3ys HOBBIM JIMIUAHBIA pPaJAWKaT W THIPOTIECPOKCH]T
munuaa. HoBbIM JUIMAHBIA pajvKal MPOAOJIKAET CTaIHWI0 paclpocTpaHeHus. B
peakuuu oOpbIBa aHTHOKCHIAHTHI OTAAIOT aTOM BOAOPOJia MEPEKUCHBIM paiuKaiaM
JUNUIOB ¢ 00pa30BaHMEM HEpaauKalbHBIX MPoAyKToB (Ayala et al., 2014). Oxnaxo
He Bcerga I1OJI oka3plBaeT HEraTUBHOE BO3JECUCTBUE HA PACTUTEIbHBIA OpPraHU3M.
Hampumep, OKCHMIMMIHMHBI, KOTOphIE 0Opa3yloTcs B pe3ylbTaTe OKHUCICHHS U
nanpHeimero mnpespamenus [THHXKK, o6nagator aHTUMHKpOOHBIM 3]dekTom,
CTUMYJIHUPYIOT SKCIPECCUIO 3aIUTHBIX F€HOB U PETYIUPYIOT THOEIb PaCTUTEIIbHBIX
kietok (Prost et al, 2005). Bo Bpemsi 0oiie3HM pacTeHHS WIA CTPECCOBOTO
BO3JEUCTBHUA Ha HEro, noBbimaercs komuectso ADK. TprueHoBbIE )KUPHBIE KUCIOTHI
0COOEHHO YYBCTBUTEJIbHBI K HE(PEPMEHTATUBHOMY OKHUCJICHUIO aKTUBHBIMU (hopMaMu

kucinopona. [1OJI B Takux yclOBHUSIX >KM3HEHHO BaXKHO JI PACTEHUN Kak CHoco0
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ymanenus A®K, a Takke SBIAETCS OOBIYHBIM W TOCTOSHHBIM OMOJOTHYECKAM
nporeccoM (Mene-Saffrane et al., 2009).

NuTepecHo, 4YTO OKHUCICHHWE JHUMHAOB, WHUIMUpoBaHHOoe ADK, wMoxer
MPOTEKATh HE TOJBKO B IMAPOGOOHON YacTu NUNKUA0B, KoTopoe Bbi3biBaeT [10JI, HO
U B THIAPOPWIBHOW 4YaCTH, BBI3BIBasS CBOOOJHOPATUKAIBLHYIO (parMeHTaIUIO.
CpoOomHOpanuKanbHas ¢GparMeHTalMs TUIWYHA JUIA  JIMIHAOB, COJEPIKaIInX
THIPOKCUIIBHYIO TPYIITY B [-TOJ0KEHWH TIO OTHOIICHHWIO K CJIOKHOI(UPHOW WIIH
aMUJHOW CBS3W. [ MapokcwiIcoiepKamue COUHTOMUIUAB W TIUICPOTUITUIBI
NPOSIBIIIOT B MOJCJIBHBIX MeMOpaHax, WHKYOUPYEMBIX B  OKHCIUTEIBHO-
BOCCTAaHOBHTEIIBHBIX CHCTEMaX, aHTHOKCHJIAHTHbIC CBoWcTBa. A orcyrcTtBue OH
IpyHIn B CTPYKTYpE JUIHUIAOB MMEET JIMOO MPOOKCHIAHTHBIN, JTMOO HEHTpaIbHBIH
sbdext. MoHoammnriauepunsl 3aMmeisuin ckopocth kak [1OJI B rumpodoOHoit
YacTH, TaK U CKOPOCTh CBOOOJHOPaJHMKAIbHOW (parMeHTAMH B THIPOPUIBHOU
gactu pochomunuaHor memOpanbl. ABTopamu uccienoanus (Olshyk et al., 2014)
OBUTM CJelaHbl BBIBOJBI, YTO CIOCOOHOCTh THUIPOKCHIICOAEPKALIUX JIMIHIOB K
CBOOOHOpAUKANLHON (hparMeHTaIlMy B TOJSIPHOM YacTH JMMHUIOB, MO-BUIUMOMY,
ABJIIETCS MEXaHU3MOM UX 3alIUTHOrO aeictus. B uccnegosanuu Sankhagowit et al.
(2016) 6bUTO TTPOAEMOHCTPUPOBAHO, YTO MOJICKYJISIPHbIC H3MEHEHHS, BOSHUKAIOIINE
B pe3yipTaTe OKHCIeHUA (ochaTuIUIITAHOTAMUHOB, TPUBOAAIT K PE3KUM
U3MEHEHHsIM  (pa30BOTO  TOBEACHUS JIMMHAHBIX MeMmOpaH. B HopManmbHBIX
¢usnonornyeckux ycnoBusax DD obOpasyer rekcaroHanpHyro ¢(azy tuma II, HO
OKHUCJICHHE JUMUIHOM MOJIEKYJIbI M3MEHSET COOTHOIICHHE MEXIy IUIOMAIsIMHA €¢
TOJIOBHOM M XBOCTOBOM TPy 3a cueT ruaApodoOHBIX (parMeHTOB B MOJISIPHON YacTH
TUNUAA, TPUBOS K 00pa30BaHUIO TPEXMEPHOU KyOnueckoi (hasbi.

A®K Moryr BeICTynaTh KaK B POJIM HHULIMATOPA OKUCIUTEIBHOIO CTpEcca, TaKk
U SABIATBCS CUTHAIBHBIMH  MOJICKYJIAaMH, KOTOPBIC BBI3BIBAIOT  PEAKIIHH,
crocoOCTBytoIMEe (POPMUPOBAHUIO ATANTAIMOHHBIX MEXaHW3MOB IPHU CTPECCOBOM
Bo3neiictBuu. Bo Bpems abuormueckoro crpecca renepauus ADK npoucxonur B

OCHOBHOM B MCCTax TpPaHCIIOPTAa J3JICKTPOHOB — MHUTOXOHAPHAX M XJIOPOILIACTax.
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Cormacuo BeiBogam Choudhury et al. (2016), A®K sBIArOTCS MOJC3HBIMU IS
pacTeHWi W YYacTBYIOT B PETYISAIMH MeTaboju3Ma 10 TeX IMOp, MOKa KIETKH
noajaepxkuBaroT naetokcukanuioo A®DK Bo Bpemss abuotmueckoro ctpecca. Jlo
onpeneneHHoro ypoHs HakorsieHue APK Bo Bpems 3acyxu MOryT paboTaTh Kak
CTUMYJIUPYIOIINE MOJEKYJIbl B CHUTHAJIBHOM ITyTH, JIEWCTBYSd KaK BTOPHYHBIN
nocpenuuk (Nalina et al., 2021). Ha pactenusx nukoro tuma Arabidopsis thaliana
OBUTO TIOKa3aHO, YTO TEPEKHCh BOAOpOJa akTUBUpYeT ¢ocdonumnazy D, koropas
CTUMYJIUpYeT TUAponu3 JunuaoB U npoaykiuio PK. ®K moxker cBS3bIBaTHCSA C
OclikaMU-MUIIICHSIMH, TpuBOJAsA K aktuBammun MAPK kackaga W CHWKCHHIO
3alporpaMMHUPOBAHHON THOENW KJIETOK. MyTaHTHBIE PACTCHUS C BBIKIIOYCHHBIM
redoM PLDJ, KOTopblii  BBI3bIBACT  0OJIeaT-aKTHBUPOBAHHYIO  aKTUBHOCTH
dochonunaszel D, mpu 00paboTKe MEPEKUCHI0 BOJOPOAA MPOSBILUIM MOBBIINICHHYIO
YyBCTBUTEJIBHOCTh K CTpeccoBOMY Bo3zeiicTBuio (Zhang et al., 2003). Opnaxo,
akTUBHOCTh (ocdomumnazsl D, BbizBanHas reHoM PLDo, mnpeanonoxuTenbHO
HeoOxoauma s HakoruieHust ADK (Sang et al., 2001).

MyraHTHBIE pacTeHHs Triticum aestivum co cBepxakcmpeccuel Oemnka
WHEAT KINASE START1 (WKS1) mnoka3aid yCcTOHYMBOCTH K TI'PHOKOBOMY
3abonesauuto Puccinia striiformisi. CesaseiBanue nomena START WKS1 6Genka ¢
docharuaHol KHCIOTOM wWiIHM TONMHGPOCHATUAMIMHOZUTAMA aKTUBUPYET OOk
WKSI1, «koropeiii wummnoptupyercs B Xjoporuiact, Trae  (dochopunupyer
akopOatmepokcuaasdy, TeM caMbiM CcHmKas naerokcukamuio ADK, crnocobcTBys

ru0eiy KICTOK M YaCTUYHON YCTOMYMBOCTH K rprOkoBomy 3aboneanuto (Gou et al.,

2015).

1.4.2. TunepocMoTHYECKOE CTPECCOBOE BO3AeiiCTBHE U U3MEHEHHE

MeMﬁpaHHLIX JIUIIN 0B

I'unepocMoOTHYECKOE CTPECCOBOE BO3/ECTBUE (00JI€€ BBICOKAs OCMOJISPHOCTD
OKpY’Karolel cpelbl, 4eM OCMOJISIPHOCTh BHYTPHU KIIETKH) HA PACTEHHUS SBISICTCS
HEU30€KHBIM (DAKTOPOM, C KOTOPBHIM CTaJKHUBAIOTCS PACTEHUS, TaK KaK MOXKET
BO3HUKATh W3-3a I[IEPEenajoB TEMIEPATypbl, MHTEHCHUBHOCTA CBETa W Majoro
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KOJMYECTBA OCaJKOB. B yclnoBusIX yMEpEeHHOM 3acyxu (POTOCHHTETUYECKAs
CIIOCOOHOCTh pacTEHUH B OCHOBHOM HE€ IpeTepreBaeT HUKakuX u3MeHeHuid. Ho B
YCIOBUSX CWJIBHOM 3aCyXdM B PACTEHUAX MPOUCXOLAT IPOLECCHI, MPUBOIAIIUE K
TOpMOXKEHHIO (oTocuHTE3a M pocTa. CHpaBisisich C AEPUIUTOM BOJbI, PaCTECHUS

Pa3BUBAIOT pa3JIMUHbIE CIOKHBIE MEXaHU3MBI ycTounBOCTH U ananrtamnuu (Krishania

etal., 2013; Seleiman et al., 2021).

Cnioco0bI mpUCcOCOOICHUS PACTEHUM K 3acyXe:

a) TMpeJoTBpallleHUE OO0E3BOKMBAHUS 3a CUET PA3BUTHS Pa3BETBICHHOM
rIIyOOKOW KOPHEBOW CHCTEMBI JIJISl TIOTJIOIICHHS BOJBI W 3aKPBITHS YCTBUI[ WA
HENIPOHUIIAEMON  KYTHUKYJIBI JIUCTAa JUIS YMCHBIICHHWS  TpPaHCIHUPAIMU, YTO
MOJI/IEP)KUBACT BOJHBIN MOTEHIIMAT Ha BELICOKOM YPOBHE;

0) amanTamus K TUIIEPOCMOTHYECKOMY BO3JICHCTBHUIO — JKH3HEICATECIBHOCTH
pacTeHus MPU HU3KOM BOJHOM CTaTyce C MOMOIIBI0 CHIYKEHHSI BOJHOTO MOTEHI[MANIa
3a CUeT HAKOIUJIEHUS BHYTPUKIETOYHBIX OCMOJIUTOB, CaXapoB, OPraHUYECKUX KUCTIOT,
AMUHOKUCJIOT M HEOPraHMYEeCKUX HMOHOB, YTO TMPUBOAUT K YBEIUYECHUIO
KOHIIEHTPAIMK KJIETOUYHOM KUIAKOCTH. OCHOBHAsI (DYHKIMS KJIETOYHOM >KUIKOCTU —
NOJIICP)KUBATh TYprop KJIETOK, YPaBHOBEIIMBATh MHMDUIBTPAIIUIO MPOTOIIA3MbI U
BHEITHEH cpenbl MW o0ecleyrMBaTh HOPMAlbHOE MPOTEKAHHE  Pa3TUYHBIX
(U3MOTOTHYECKUX TIPOIECCOB B KieTKax. [IpoMcXoauT Takke CHHTE3 CTpecc-
YyBCTBUTEJIBHBIX OCITKOB U (DAKTOPOB TPAHCKPUTIIIHIH;

B) CIlaceHHe OT 3acyxM (pacTeHuss M30eraroT 3acyxH, 3aBepias >KU3HCHHBIC
IUKIIBI 10 HACTYIUICHMS 3acynuiuBbiXx nepuogoB) (Luo, 2010; Pietuch et al., 2013;
Dawood and Abeed, 2020).

['umepocMoTHUYECKHIT CTpecC BOZHUKAET HE TOIBKO MPH HEIOCTATKE BOBI, HO H
npu BozneictBuu NaCl, Tak kak 3acojieHHE IOYBBI HE ITO3BOJIICT PACTECHUIO
BIUTHIBaTh BOAYy W3 mouBel (Van Zelm et al.,, 2020). OGbuHO, KOT/Ia COACpIKAHHE
BOJBl B PACTCHHHM YMEHBIIACTCS, €T0 KICTKA COKPAIIAIOTCSA, a KICTOYHBIC CTCHKU

paccnabisitorcsi.  OTO  NPUBOJUT K  CHUXKEHUIO TYPropHOro  JaBJEHUS U
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MOCIEAYIONIEMY POCTY KOHIEHTPAllMd pPACTBOPCHHBIX BEIIECTB B  KJIETKax.
['umepocMOTHYECKOE CTPECCOBOE  BO3/ACHCTBHE MPUBOAWT K  IMOBBIIICHHOMY
HATSDKEHUIO TIa3MaTHYeCKO MeMOpaHbl, TaK Kak IUia3MalieMMa U KJIETOYHAsi CTEHKA
B HECKOJIBKUX MeCTax CBs3aHbl HUTAMH | exTa. HarsokeHne MeMOpaHbl aKTHBUPYET
kanpuueBbld kaHan OSCAL, crmocoOCTBys MPUTOKY HMOHOB KalIbLMSI M BbI3bIBAS
nocieayromuil curHanpubelii kKackan (Yuan et al., 2014). Beun uccienoBaHbl H
Apyrue CEHCOPHI THUIIEPOCMOTHUYECKOTO BO3ACHCTBUS — PELENTOP-TIOJOOHBIE KHHA3BI
(Haswell and Verslues, 2015) u ABYXKOMIIOHEHTHasi CUCTeMa, Y KOTOpPOH TOMEH
CUTHAJILHON KWHA3bl, HAXOAIIUKCI Ha MeMOpaHe, IPUCOSANHEH K TUCTHIMHKUHA3EC
M OCYIIECTBIIICT TMEepeady CHrHaia MocpeacTBOM (GochOpHIMpOBaHUs PETyIsTopa
otBeta (Singh et al., 2015).

Kpome TOro, negumur BOJBI MPEPHIBAET MEPEHOC DIIEKTPOHOB BO BpEMs
dorocuHTe3a, yBenmuumBas Mpou3BoACTBO ADK W akTHBAMIO THAPOIUTHUECKHUX
(GepMEeHTOB, U TE€M CaMbIM WHULUUPYS TOBPEKICHUE KIIOUYEBBIX OMOIOTHYECKUX
MOJIEKYJl, OCOOEHHO OE€JIKOB, HYKJIEHMHOBBIX KHCIOT W MEMOpaHHBIX JIUIHUIOB.
[loBpilIeHHAass  TOTEps  DJIEKTPOJIMTOB B KIETKAX  PACTEHMM, BbI3BaHHAs
TUIEPOCMOTHYECKUM CTPECCOBBIM BO3JEHCTBHEM, Oblla OOHapyXe€Ha BO MHOTHX
pacteHusix. C TMOBBIINIEHHEM CTENIEHH M BPEMEHH CTPECCOBOTO BO3JECUCTBHS OT
HEJO0CTAaTKa BOJIbI, YTEYKA OHJIEKTPOJIUTOB B JHCTHSIX CYKKYJIEHTHOTO PAaCTCHHS
Phedimus aizoon yBenuuuBamach, 4TO CBS3BIBAIIOCH C IEPCKUCHBIM OKHCICHHEM
JTUMHIOB (BO3pacTayio coJiepikaHue MajioHoBoro nuanbaeruaa (MJIA)), munoau3om u
MHTHOMpOBaHUEM IyTel OuocuuTe3a munuaoB (Liu et al., 2021).

B MemOpanax 3acyXOyCTOMYMBBIX pACTeHHH HaAOII01aI0Ch YBEITUYCHHUE
CTETICHM HEHACHIIICHHOCTH  JIMMUJOB, KOTOpas TMOBBINIAET TEKy4eCTh U
noagepxkuBacT neiaoctHocth MeMOpan (Guerfel et al., 2008; Toumi et al., 2008;
Gasulla et al., 2013; Perlikowski et al., 2016). AGcomoTHOE coaepKaHUE MHOTHX
JUNUAOB y YYBCTBUTEIBHBIX K CTPECCY PACTCHH B OCHOBHOM CHIDKAJIOCH IOCIHE
CTPECCOBOTO BO3JIEHCTBHS, HO COOTHOIIEHUE Pa3HBIX JIMMUA0B pasnndanock (Guerfel

et al., 2008; Tshabuse et al., 2018; Wang et al., 2020). I'unepocMoTHYECKHUI CTpecc
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MO-pa3HOMY BJIMSIET HA METa00JM3M MEMOpaHHBIX JIUIKUJIOB B 3aBUCUMOCTH OT BHA
pacTeHui, THTEHCUBHOCTH CTpecca U T. A. BrocneacTBuu crtpecca aKTUBHPYIOTCA
dochonumassl, kKoTopsle THAPOIU3YIOT hochomunuasl (Hong et al., 2016). Oanako y
3aCyXOYCTOMYMBBIX  pAaCTEHUM  OTMEYajach  3HAUMUTENIbHAA  CBSA3b  MEXKIY
CTAaOMJIBHOCTBIO KJIETOUYHBIX MEMOpaH U BBICOKMM COJIEP’)KaHHEM HEKOTOPBIX
riuneponunuaoB. Hampumep, y Craterostigma plantagineum npu 3acyxe B TeucHHe
14 nueii yBenmuuBaimuch ®X, ®3, ®C u ®U (Gasulla et al., 2013). MurepecHbie
pe3yabTaThl T0KAa3aj0 UCCIAEAOBAHUE Ha TPAHCTEHHBIX pACTEHUSX Tabaka Cco
CBEpXIKCIIpeccuen reHa ZmPIS, OTBETCTBEHHOT'O 3a CUHTE3
dbochaTuIMINHO3UTOJIICUHTAa3bl. B Takux pacTeHHsIX TMPU TUIIEPOCMOTHUYECKUX
YCJIOBUAX 3HAYUTEIBHO YBEIWUYMBAIMCH YPOBHHM BCEX KJIACCOB MOJSPHBIX JIUMHUIOB,
ocooenno MI'IT, AT A", @3, ®U u DA ¢ HEHACHIIIEHHBIMU KUPHBIMH KUCIOTaMU
(Zhai et al., 2012).

BbIIO0 MOKa3aHO, YTO MpU 3aCyX€ MOXKET YBEIUYUTHCA SKCIPECCHS TEHOB
MI'AI'- w AI'Al'-cunTas, npuBoas k nosbeimieHuto ypoBHs HAI'AI, B To Bpems kak
conepxkanne MI'JII" octaBanock Ha ypoBHE KOHTPOJIsL. CTUMYIISIUS SKCIIPECCUN T'€Ha
MI'A'-cuHTa3bl HEe 00s3aTeNbHO MPUBOAMT K HakoruieHuto MITJIIT, Tak kak s
cuareza JII'ZII' HeoOxomuMm BHOBL cuHTe3upoBaHHbli MIJII. B pesynbrate
yBenuuuBineecs cootnorrenue JIJT/MI A" MoxkeT criocoOCTBOBAThH MOAAEP/KAHUIO
JaMEJUIIPHBIX JABYXCIOWHBIX CTPYKTyp, motomy kak JI['JII' mpencraBmseTr coGoit
NBYXCJOWHBIA Jimnua, torga kak MI'IIT u3-3a cBOeW KOHMYECKON MOJICKYJISAPHOU
GOpMBI HMEET CKJIOHHOCTh K OOpa30BaHHWIO HEIAMEIUIIPHBIX TeKcaroHaJIbHBIX
ctpyktyp (Torres-Franklin et al., 2007).

N3ydyeHne BO3EUCTBUS 3aCyXH HAa YCTOMYMBBIE U HEYCTOMYMBBIE COPTA puUca
MOKAa3aJi0, YTO KOJUYECTBO CBOOOJHBIX CTEPUHOB U d(PHUPOB CTEPUHOB, a TAKKE
aktuBHOCTh HMG-COA — penykrasel (pepMeHT cuHTE3a CTEPUHOB Ha JTare
o0pa30BaHWs MEBAJIOHOBOW KHCIIOTBI) YBEIWYUBAIUCH MPOTIOPIIMOHAIBHO TKECTH
CTPECCOBOT'O BO3JICHCTBUS B JIUCThSIX PACTCHUH ycTOMUMBHIX K cTpeccy (Kumar et al.,

2015). 3acyxoycTOWUYMBBIC PACTEHMS C IOJABICHHOM JKCIpeccHer reHa (epMeHTa
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SMT1 (crepun-C24-metuntpancdepaza 1), HakamiuBaiw OOJbIIE XOJECTCPHHA,
KOTOpPBIN B CBOIO OYEpeb BIIUsUI HA POCT PAaCTEHUN U YCTOMYUBOCTH K 3aCyXe IIyTEM
peryaupoBaHus MyTH cuHTe3a noauamuHoB (Chen et al., 2018).

BBuny Toro, uyrto Hekotopwsle (dochonunuabl Moryr  ObITh OO
MPEAIIECTBEHHUKAMU  CHUTHAJIOB, JIMOO SIBISATHCA COOCTBEHHO CHUTHAJIbHBIMU
MOJIEKYJIaMH, TO TaKW€ KOJMYECTBO TaKUX JIMIUIOB MOXET BPEMEHHO
YBEJIMUMBATHCS MIPU THIEPOCMOTHYECKOM CTPECCOBOM BO3JeicTBUU. M3BECTHO, YTO
®K, crnocoOCTBYeT 3aKpbITHIO YCTBHHI[ 32 CYET CBS3bIBAHUS M WHTHOMPOBAHUS
nporeurdocdarassl ABI1 (Zhang et al., 2004), a Takxe unoszuton-1,4,5-rpudochar
3a CUET MHAYIMPOBaHMS BHICBOOOXKIeHHI MOHOB Kanbius (Sanders et al., 1999).

Ponp ©K Benuka Takke U B MOAACPKAHUU apXUTEKTYPhl KOPHEBOU CHCTEMBI B
pPa3IUYHBIX THUMEPOCMOTUYECKUX YcNoBuUsX. Hampumep, pacTeHus ¢ MOBBIIICHHON
akcnpeccuert ¢gocdonunazel D, BeBaHHONW TeHoM PLDa3, mnokazanmn HU3KYIO
YYBCTBUTEJIBHOCTh K BBICOKOW KOHIEHTpAIMUd COJIM U HEAOCTAaTKy BOJbI. Takue
pacTeHus: uMenu Oosbilie OOKOBBIX KOPHEH U POCIH Jydllle, YeM PACTEHUS JUKOTO

TUIIA U, TeM OoJiee, pacTeHus ¢ BhIKIOYeHHBIM TeHoM PLDa3 (Hong et al., 2008).

1.4.3. I'mnmoocMoOTHYECKOEe CTPECCOBOE BO3/IelCTBHE U U3MEHEHH e

MeMﬁpaHHbIX JIMIIN 0B

YacTuyHOE WM TOJIHOE 3aTOIUIEHUE CHIXKAET COAEPIKAHUE KUCIIOPO/Ia B ITOYBE
U CIIOCOOHOCTH PAacTEeHUs MOTJIONIATh MUTATEIbHBIE BellecTBa. M30bITOK BOABI — ATO
CJIOKHBIN CTpeccC, MPU KOTOPOM BO3HHUKAET TUIIOKCHS WM aHOKCHUSI, OTPAHUYHBACTCS
cure3 AT® u yrieBOAHBIX PECYPCOB, YTO KAaK NPaBWJIO NPUBOJAUT K CEPHE3HBIM
MOCTIACTBHSAM JUIsl pocTta M BeDKMBaHus pacteHuit (Bailey-Serres and Voesenek,
2008).

Bo Bpemst 3aTorieHusT pacTeHUsI TaKKe JOJKHBI CIPABIATHCS ¢ HaOyxaHHeM
KJIETOK (TUIIOOCMOTHYECKHI CTpecC), HO MaJl0 YTO H3BECTHO O MEXaHU3MaXx, C
MIOMOIIBIO KOTOPBIX 3TO MPOUCXOAUT. [Ipy OTCYTCTBUM KOHTPOJIS ONTHUMAJIbHOIO
oObeMma KIeTKH, mnaccuBHasg AUPQPy3uss BOABI MOXKET TMPUBECTH K CHUIBHOMY
HaOyXaHUIO, TMOBBIIIEHHOMY HATSXKEHHI0O MEMOpaHbl M JaXKe MOoTepe KIETOYHOM
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nenoctHocTu. MccnenoBanus Ha npopoctkax Arabidopsis thaliana mokasamu posb
MEXaHOYYBCTBUTEILHOTO HMOHHOrO KaHanma MscS-likel0) — ofOmero patumka
HaOyxaHHs KJIETOK B pACTUTENBHBIX KJIETKaX. | HMIMOOCMOTHYECKOE CTpPEeccCOBOE
BO3/ICHCTBHE HA KJICTKH TPAHCTCHHBIX PACTCHHI BBI3BIBAIIO BPEMEHHOE IMOBBIINICHUE
[ATOIIA3MAaTHYECKOT'0 KaJblius (IepBble HECKOJLKO CeKyHn), Hakomuienne ADK (B
TEYEHUE 30  MHH),  DJKCIOPECCHI0O  MEXaHOMHIYLUUMPYEMBIX  TE€HOB U
3arporpaMMHUpOBaHHYIO THOeb KiteTok (amorrto3) (Basu and Haswell, 2020).

BosneiicTBie THIIOOCMOTHYECKOTO CTpecca Ha JIMMUIHBINA MPOQHIb H3y4aloCh
Ha ojHokierouHoi Bomopociau Dunaliella salina. beuio mokaszano, uto mocie
THIIOOCMOTHYECKOTO I0Ka TIPOUCXOIIIT OBICTpBIIA pacma
nonudochaTuIUIMHO3UTOB  4yepe3  akTuBanuio  Qocdonunazsl  C, KOTOPBIA
COIPOBOXK/IAJICS PE3KUM IMOBBIIIICHUEM YpoBHs Gdocharuanoit kuciotel (Einspahr et
al., 1988). Ilpu rumoocMOTHYECKOM BO3AEHCTBHM B IepBbie 30 CEKYH] MPOUCXOIHII
poct JIAT Ha 40% B uiazmanemme Dunaliella salina, mostomy JIAI" paccmarpuBatoT
KaK IMOTCHIIHAIbHBIA BTOPUIHBIA MECCEHIKED B MepeIaue CUrHaia, OloCpeI0BaHHON
dochonumazoii C (Ha and Thompson, 1991).

[Toxosxue pe3ynbTaThl ObLIN MOJYYEHBI U B McciaeaoBanusax Zonia and Munnik
(2004), rae ObLIO MOKA3aHO, YTO MPH THIIOOCMOTHYECKOM CTPECCOBOM BO3ACHCTBHH
Ha KJICTKH TBUIBIIEBOM TpyOKM Tabaka MPOMCXOIUT OBICTPOE YBEIMUYCHHE
coaepxkanusi ®K u ymenwsiienne — ®U (B nBa paza). OgHako uccieaoBaTeIn
IPeIoNoKWIM, 9To Oosbmas wacth K mpu naHHOM cTpecce MPOU3BOIUTCS C
nomomplo (dochonmumazer D, moromy uto kommuecTBO (ocharumundbyranoma —
Mapkepa akTuBHOCTH (hocdonunasel D yBennmumBaiics B cpenHeM B BoceMb pa3. B
Saccharomyces cerevisiae KpaTKOBpEMEHHBIH THUIIOOCMOTHUYECKHIA CTPECC TOXKE
BBI3BIBAT OBICTPBIA TuAponu3 GdocharuaunmHo3uTon-4,5-6uchocdara, KOTOPHIi
kartanm3upyetcs gocdonmmazoii PIClp m He 3aBUCHUT OT BHEKJIETOYHOTO KaJIBIIHS
(Perera et al., 2004). Pe3ynpraThl MCCleJOBaHUS THIIOOCMOTHYECKOI'O BO3ICHCTBHS
Ha KYyJbTYpy KJICTOK 4YEJIIOBEYCCKOW HMOPHOHAIBHON IMOYKH TOKAa3ajdd, dYTO

dbocharuannunozuToi-4,5-0ucpocdar HEOOXOUM KakK JJig OTBETA HAa CTpecC, TaK U
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JUISL aKTUBAIlMU PELENTOpPOB, CBs3aHHBIX C ¢ocdonunazoir C, KoTOpas, B CBOIO
ouepenp, CBsi3aHA C KAaTHOHHBIMH KaHajaMH TPaH3UTOPHOTO PEIENTOPHOTO
notennuana (TRPC5) (Gomis et al., 2008).

BoisiBnieno, uro cdunrosun-1-gochar m nuzodpocdatuaHas KUCIOTa MpU
TUIIOOCMOTHYECKOM  CTPECcCEe  CIOCOOCTBYIOT — BBICBOOOXKIEHUIO TaypuHa  —
OpPTaHUYECKOTO OCMOJIUTA 3a CYET, BO3MOXKHO, OTKPHITHS aHWOHHOTO KaHala. JTH

JIMITUIBI BJIUAIOT HA KPOBCHOCHBIC COCYbI UCPEC3 PCUCIITOPHI, CBA3dHHBIC C G-6enxom

(Tachikawa et al., 2009).
1.5. Poab aMnua0B B 3a10MTe OT A0MOTHYECKUX CTPECCOBBIX BO3/1eiiCTBUM

buodusnueckue cBoiicTBa JMNUAOB OBLIM JaBHO OXapaKTepU30BaHBI
Omarojapsi MCCieIOBaHHMAM IN VItr0 ¢ MCHOIb30BAaHHUEM HEMPHPOJHBIX JIMITHAIHBIX
mosiekyn (Mason, 1998). Paznuyator uetbipe (pa3bl COCTOSIHUS JIUMHUIOB B OUCITONX:
JaMeIIsipHas KUIKOKPUCTAIINYECKAS daza, JaMeJuIsipHas renb-(asa,
rekcaronanpHas (aza I u rexcaronanpHas ¢aza Il (puc. 9). Jlunuasr B MemOpanax
KUBBIX OPraHW3MOB B HOpPME HaXOJATCS B JAMEIUIIPHOM KUIKOKPUCTAIIMYECKOM
cocTostHUU. JKHBBIE OpraHU3Mbl AJANTHPYIOT COCTaB KUPHBIX KUCIOT K YCJIOBHUSM

OKpYXalollel cpenbl, mpeloTBpalas oopazoBaHue reaeBbix (das.

AT b. L|x

oo 1T
SR S

= ALl
waassssss PPN

Puc. 9. Cxematndeckoe Hu300pakeHHE pPa3IUIHBIX (a3 BOJHO-JIHIHIHBIX

cucTeM: A — JaMmeUIsipHas JKHIKOKpUcTajuimueckas ¢asza, b — maMmemispHasi reib-
daza, B — rekcaromampnas ¢aza tuma I, [ — rexcaronampHas ¢daza Tuma Il
(®umunmos u ap., 2006)
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JIunuael XapakTepU3yrOTCs aKTUBHBIM BPAIllEHUEM aTOMOB yIJiepoja IO CBS3U
C-C muemeit XK wu narepansHOM aud@y3ueit HENOCPEICTBEHHO MOJICKYI
dochonunuaoB BHyTpu MemOpanbl. KK mno-pazHomMy BIUSIOT Ha (U3HKO-
xumuyeckue cBorictBa MemOpan. [THHXKK o6mamator xoporieidt CTpyKTypHOM
ruokocteio (puc. 10), umenno takue XK yBenuuuBaroT TEeKyd4ecTh MEMOpaHBI.
JloGaBieHue B KyJIbTUBUPYEMbIE KICTKH (DU3UOTOTUYECKU 3HAYMMBIX KOHIIEHTPALIUM
omera-3 noko3arekcaeHoBor (C22:6) ITHHXK npuBoguino xk ee BKIIOUCHHIO B
COCTaB JIMMHUAOB M TMOCJIENYIOUeHd MepecTpoiike MeMOpaHbl, CTaOMIM3UPYIOLIEH
MeMOpaHHbBIC IOMEHBI 32 CUET YBEIUUYCHUS Pa3HUIIbI B TIOPSIAKE MEXY padTOBBIMU U
HepadroseiMu obnacTsimu (Levental and Veatch, 2016).

o
HO)K/\/\/\/\/\/\/\

nanbMmuTuHoBas XK

o 16:0
HacblweHHasn XKK
HO x
BakueHoBas XXK

18:1(112)

MOHOHeHachblIWweHHas XK

nakrodbuuunnosasn XK
C18:0n-7cyc
yuknonponaHosas XXK

HO

oneuHosasn XK

18:1(92)

MOHOHeHachblIWeHHasn XK

apaxugoHosas XXK
20:4(5Z2,8Z,11Z2,142)
nonuHeHacsolweHHasn XK ))

Puc. 10. Paznoo6pasue XK B munmnax (Ernst et al., 2016)

B Omonorum 4acTo UCMoNb3yeTcs TEPMHUH «TEKYy4eCTh), KOTOPBIA OTHOCHUTCS K
BSI3KOCTH JIBYXCJIIOWHOTO JUIMUIHOTO OUCIIOS KIETOYHOW MeMOpaHbl. Bs3KOCTh, Kak
CBOWCTBO XUJKOCTH, SIBIISIETCSA BHYTPEHHUM TPEHUEM BCJIEACTBUE KOTE€3MOHHBIX CHUJI

Mmexay monekyiaamu (Lee et al., 1989). B nmunuaHbix OHCIOSX MOKHO ONPEACIHTH
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B3aMMOCBSI3b MEKIY TEKYUYECThIO U BA3KOCTHIO, KOTOPHIC SABJISIOTCS JUHAMUYCCKUMU
napametpamu. [Ipu mepexome memMOpaHbl U3 KHUIKOKPUCTAIUTHUECKOH (a3bl B (azy
renig (Oosee TBEpOE COCTOSIHUE) MUKPOBA3KOCTh yBenuuuBaetcs (bonnbipe u ap.,
2006). BszkocTh MeMOpaH BIUSET Ha KJIETOYHBIM IOMEOCTa3 U Neperavyy CUTHaJoB.
C TekydecThl0 MeMOpaH HEPa3phIBHO CBs3aHA M MPOHHMIIAEMOCTh MeMOpad. [lpu
YBEIIMYCHUH TEKy4eCTH MeMOpaHa CTAaHOBHUTCA OoJiee MPOHMUIIAEMOU ISl BOIBI U
Apyrux Majbix TuapoguibHbix Mosiekyn (Henbcon u Koke, 2014).

CoctaB nmumuaoB B OWCIOE H3MEHSIETCA TIOJ BO3JCHCTBHEM Pa3IUYHBIX
(U3HOIOTMYECKUX U IKOJOTMYECKUX YCIoBUHM. MccienoBaHus ¢ HCMONb30BAaHUEM
CUHTCTHYCCKUX JIUMUIOB M MOJICIBHBIX MEMOpaH NpHU TMOHMKCHHH TEMIICPaTypPhl
MOKa3aJId, YTO BS3KOCTh JUIHIHOTO OMCIIOS TOCTETICHHO MOBBIIIACTCS, AIUIBHBIC
IENHU JIUITAIO0B YIOPSA0YMBAIOTCS M MPUHUMAIOT TPaHC-KOH(UTYPAIHIO, TP ITOM
yBeIMYMBACTCS TONIIMHA Oucios. Hekxotopeie MemOpaHHBIE OEITKH MPOSBISIOT
HU3KYIO aKTUBHOCTb IIpH TeneBoil (ase. Hanpumep, cBsasbiBanue nunupos ¢ Ca'-
ATd®a3oii B reneBoit (pase B ABAAIATH ITh pa3 ciadee, 4eM KUIKOKPUCTALTHYECKOM
daze (Lee, 2003). VBenmuuenne HHXXK nunuaoB mpu HH3KHX TeMmIiepaTypax
CHIW)KAeT TeMIepaTypy Imepexoia B reinb (a3dy u, CcIeAoBaTeNbHO, COXpaHSET
HEOOXOJMMYIO CTENEHb BSI3KOCTH YTIJIEBOJAOPOIHON YacTH JUMUIAHOTO OwuCIos,
OPETSITCTBYSI  MPOLIECCY KPUCTAUIU3AMUA. Tak, B YCJIOBHUSX aKKIMMaTH3alMA K
xonoxy npu 2 °C y Arabidopsis thaliana noseimanace gecaTypanus MeMOpPaHHBIX
munuaoB (Uemura et al., 1995). Veenmuenne HHXKK Taxke nHabmomamoch B
TOHOIUIACTE KyJbTUBHpYeMbIX kieTtok Oryza sativa (Kasamo et al., 1992) wu
runokoTiisax Vigna unguiculata (de Oliveira et al., 2009) npu HE3KOTEMITEpaTyPHOM
CTpeccoBOM Bo3jaeicTBuu. MccnenoBaHusi moKa3ajid, YTO ajganTalusd K HHU3KAM
TeMIIepaTypaM BakyoJsipHON MeMmOpanbl mpoucxonut y Kalanchoé daigremontiana
MyTeM yBEJIMYEHUS TEKy4eCTH TOHOTUIACTA M MOBBIIICHHS TPOLIEHTHOTO COCPKaHUS
murosneroBoi JKK (C18:3) (Behzadipour et al., 1998).

[Tpu BBICOKMX TeMmepaTypax pacTeHUS CHUXKAIOT YPOBEHb HEHACHIIIEHHOCTH

JUNUI0B B MeMmOpaHax 3a cyeT TuApoPoOHOro B3aUMOACHCTBUS, IMPU 3TOM
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yYMEHbIIIAeTCsl TOJNIIMHA Oucios. Bo BpemMs TemIOBOTO cTpecca OTMEYaloch
YBEJIMYCHUE HACBHIIICHHBIX JKUPHBIX KHCIOT JHMIHMIOB B TKaHSAX JHCTheB AQrostis
stolonifera (Larkindale and Huang, 2004). B nepByo odepenb 3TO OBUIO CBSI3aHO C
yMeHblIeHHneM JHHOJIEHOBOW JKK M yBeIM4YeHHMEM JIMHONEBOM M MAIBMUTHHOBOM
XK. C nomompsro wmyranTHbIX JuHHA  Arabidopsis  thaliana  Gbiia
MPOAEMOHCTPUPOBAHA KOPPEIALIMS MEKIY TeMrnepaTypor pocta u yposuem HXKK, a
MMEHHO TPY MOBBIIIEHUH TEMIIEPATYPhl 3aMETHO CHIXKAJICS YPOBEHBb TpUEeHOBBIX JKK
U TOCJIEIOBAaTEIbHO YBEJIMYMBAICS YPOBEHb NaJbMUTHHOBOM W mnuHOJeBoi KK
(Falcone and Somerville, 2004). Tlpu akknumaruzanuu Kalanchoé daigremontiana x
Beicoko Temmeparype (34 °C), conepxkanue naunosieBoit XKK u nunonenosoit KK B
JIMNHUIaX TOHOIUIacta CHU3WIOCH ¢ 34 1o 22% u ¢ 23 no 18% CcOOTBETCTBEHHO.
Kpome Toro, 6b110 0TME4eHO HEOOJIBIIOE YBEIMYCHUE KOJIMUECTBA MaJTbMUTHHOBOMN
XK u creapunoroii XKK (¢ 5 no 11%) (Behzadipour et al., 1998). Ilpu Bo3aelicTBun
NaCl na ramodut Spartina patens yBeanunBaioch coaepxanue maabMuTHHOBOH KK,
KoTOpasi HeoOxoamuma Juisi (yHKUMOHUpoBaHus ¢doTocucteMbl II, u cTeapuHoBOI
KK, Ttorma xak xkonumuectBo HHIKK (Tpanc-rekcaneneHoBas, JHUHOJIEBas,
JIMHOJICHOBAsI) 3HAYUTEIBHO CHUKAJIOCh. Takue H3MEHEHUs B JKUPHOKHCIOTHOM
COCTaBe OJIHOBPEMEHHO 3aIlIUIIAIOT U CTAOMIU3UPYIOT (POTOCUCTEMBI MPU 3aACOJICHUU
(Duarte et al., 2018).

[lonapuble nunuAbBl SBASIOTCA  aMOUPUIBHBIMEU  MOJEKYJIaMH, KOTOpPBIE
pa3IMYaroTCs HE TOJIBKO KOJIMYECTBOM, JJIMHOW M HAJIMYUEM JBOWHBIX CBA3€U B
AUWIBHBIX LEIAX, HO U CTPOCHUEM IOJSPHOU TOJIOBKU. PasMep MOJSIpHOW TOJIOBKHU
TaKXXe BJIMSAET HA MOBEACHUE JUIIUJIOB B BOJHBIX AUCHEPCUSAX. JIMIUIbI, UMEronme
CXOXHE IUIOIMIAMd B TOMEPEYHOM CEYCHHH MOJIAPHON U TuapodoOHON obmactu,
BBITIISAIAT Kak muiauHApsl. OHM 00pa3yroT naMmeruisipabie ¢aspl. K aHum otHOCST DX,
oI, ®U, ArAL, CXAT'. JTunuasl ¢ O0IbIION MOJISIPHON YacCThIO U C OJTHOM allMIbHON
LENbl0, TaKW€ KaK JM3OJUIUJbI, UMEIT MOJIKYISIpHYIO (opMy, MOXOXKYIO Ha
MEPEBEPHYTHIII KOHYC, W BBI3BIBAIOT MOJOKUTEIbHYIO Oe(popMalnio KPUBU3HBI B

MeMmOpanax. OHM cHOCOOCTBYIOT 0Opa3oBaHUIO TekcaroHaibHOW ¢a3el Tuma |.
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JIunuapl ¢ HEOOIBLION MOJASAPHON FOJIOBHON IPYIIION UMEIOT MOJIEKYJIIPHYIO (hopMmy,
HAallOMUHAIONIYI0 YCEUEHHBIM KOHYC, BBI3BbIBAas JAePOpMAIMIO OTPULIATEIHHON
kpuBU3HBL. O1TH qunuasl (ML, ©3, DI, ®C, ®K) cnocoOCTBYIOT OpraHu3aluu
MeMOpan B rekcaroHanpHyr (asy tuma Il (Jouhet, 2013; Simons and Sampaio,
2011). IIpeoOpazoBaHue JUMUIHOTO OUCIIOA B Te€KCAaroHajdbHble (a3bl MPOUCXOAUT 32
CYeT HAKOIJICHHOTO HamNpsDKeHUs. B ompeneneHHbIii MOMEHT BpEMEHH HAKOIUICHHOE
HampsDKEHUE TPEBBINIaeT KPUTHYECKOE 3HA4YeHHWE, M 3apokKaaeTcsi HoBas (Qasza
JUMHIOB, KOTOpas OCBOOOXKIAET HANPSDKCHHBIN JMMUA, TOMEIass €ro B Cpeay ¢
MeHbIIUM KpyTsamum MomeHTOM (Frolov et al., 2011). Russell (1989) oonapy»xun,
YTO HeJlaMeJUIIPHBIA JJOMEH B IJIa3MaTHYECKOW MeMOpaHe BBI3bIBACT MPEPHIBAHUE
IBYXCJIOWHOW  CTPYKTYpBl MW,  CJIEOBAaTe€IbHO,  OOECIEYMBACT  BBICOKYIO
MPOHHUIIAEMOCTh MEMOpaHBI.

[Ipy BO3JEHCTBUM CTPECCOBHIX (PAKTOPOB HAa pPACTEHUS TMPOHUCXOIUT
pemonenupoBanue (mepecTpoiika) JMMHUIHOM YacTH MeMOpaHbl, TO €CTh
YMEHBIIIAETCS] KOJIMYECTBO OJHHUX JIMIUIOB U YBEJIMUYMBACTCS COJIEPKAHHE APYTUX
(Zheng et al., 2011). IlepecTpoiika IMIHIHOTO CIIOS MpeaOTBpaiiaeT (a3oBbIi
nepexox  OMOJIOTMUECKHX MeMOpaH U3  IKUAKOKpUCTALIMYECKOHM  ¢as3pl B
rexcaronansuyto (azy tuna Il. [loseimenne otnomenust AT k M u ®X x ®D
CHIDKAIOT CKJIOHHOCTh MeMOpaH K oOpa3zoBaHui0 HeOuCIoWHBIX (a3 (de Vries et al.,
2004; Narayanan et al., 2015). IIpenBaputenbhas o6paboTka mpopocTKoB Triticum
aestivum xJjopuaoM XOJHMHA, KIOYeBOro cybcrpara mis cuHTe3a DX, ymydmrana
cojeycToiauBoCTh Triticum aestivum (Mansour et al., 1993). MyranTHBIE pacTeHUs
Arabidopsis thaliana C MOPa>KEHHBIM TCHOM, KOJUPYIOIIUM
TUTANIAKTO3WITUAIMITIUIIEPUHCHUHTa3y |, ObUIM HE CIOCOOHBI aIanTUPOBATHCS K
BbICOKMM TeMmmeparypaM (38 °C) B oTiuuue OT pacTeHUH JHUKOro THIIA,
TEPMOTOJICPAHTHBIX K Takoi Temmeparype pocta (Chen et al., 2006).

N3BectHO, uTO hochaTumaHas KUCIOTa CIOCOOCTBYET JIeCTaOMUIN3aIuu OUCIION
MeMOpaHbl M 00pa3oBaHUIO TekcaroHanbHO# ¢aszel Trma II (Cullis et al., 1979).

Otmedeno, uto ¢ochomunaza D BemeBaeTr rugponuns ®X, u xomumuectBo DK
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YBEJIMYHUBACTCS B IIECTh pa3 MPU HU3KOTEMIIEPATYPHOM CTPECCe y PACTCHUH JTHKOTO
turna Arabidopsis thaliana mo cpaBHeHHIO ¢ pacTeHUSAMHU ¢ OJOKHMPOBAHHBIM I'€HOM
docdhonunassl D. Takue nporecchl ObUIH TaKKe CBS3aHBI C MOBPEXKICHUEM MeMOpaH
u rudenpio kietok (Welti et al., 2002).

W3menenus MMIMIHOIO cocTaBa auctheB Kalanchoé daigremontiana u miogos
Ananas comosus ObLIM UCCIICIOBAHbI TP TeMIlepaTypHBIX cTpeccax (Behzadipour et
al.,, 1998; Zhou et al., 2014). Ormeueno cumwxenne ®X u ®D npu HHU3KO- U
BBICOKOTEMIIEpaTypHOM cTpecce, U poct @K mpu HU3KOTEMIIEPaTypHOM CTPECCOBOM
Bo31eicTBUU. [Ipu BBICOKOW TeMmIlepaType B BaKyOJISIPHOW MeMOpaHEe JHCThEB
Kalanchoé daigremontiana yBenn4uBamoch COJIEpKaHHE TIIUKOTIUIICPOIHUITHIIOB
MT'Ar w AU QD). Vi3MeHeHus: IMIMUIHOTO COCTaBa TOHOIUIACTA MPU TEMIIEpaTypPHBIX
CIABUTAX MOTYT CIOCOOCTBOBATH XOPOIICH ajanTallid PacTCHHH K OKpYyXKaromieh
cpere.

[TpuOnu3UTENBbHO TPETHS YACTh OPraHUYECKOro docdara B paCTEHUAX CBsI3aHA
¢ dochomumumamu (Poirier et al., 1991). Ilpu HemoctaTke ¢ocdara pacTeHuUs
nepecTpauBalOT  CBOM  MEMOpaHbl,  YacTUYHO  3aMeHsass  (ocdonumnuast
TJIUKOTJIMIIEPOIUIHIaAMH, 4TOOBI coXpaHUTh (ocdar st APYruxX MeTadoInYecKuX
nporeccoB. B pacTeHHsIX, MCHBITHIBAIONIUX HEMOCTaTOK (ocdara, yBemuumBaeTcs
skcnpeccust MI'II'-cunTasz. B 1o *ke Bpemsa kommdyectBo MI'JII' He Bo3pacTaer, Tak
KaK JIOMOJIHUTEIbHO mpou3BeAcHHbI MIJIIT wucnons3yeTrca B KadecTBe
npenmectBennuka s cunresa AU (Kelly et al., 2003). B mmazmarnyeckux
MeMOpaHax MmoOeroB U KOpHEH OBca, BRIpAIIEHHBIX B pacTBope 6e3 docdara, 10 70%
dochormumepoaunuaos 3amensuioch JII'JII" (Andersson et al., 2003).

dutocTepuHbl, KaK U TOJSPHBIE JHUIUABI, YYaCTBYIOT B PETYJSALHH
MPOHUIIAEMOCTH U TeKydecTh MeMOpaH. CTepUHBI MMEIOT IUIOCKYIO CTPYKTYpy H
BcTpamBatoTcess mexay KK mummmos, mpuuem 3B-OH rpynma olOpamena k
ruapodUIbHON dYacTh Oucios MemOpaHbl. TakuMm 00pa3oM, OHU YBEITUYHBAIOT
nopsok XK u tonmmuay MmemOpanbl. CTepUHBI BIUSIOT HA TEKy4eCTh MEMOPAHHOTO

oucnosi ¢ pasHoi A(DPEKTUBHOCTHIO. DKCIEPUMEHTAILHO J0Ka3aHO, YTO CTEPHHBI
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MO>KHO PACIOJIOKUTH MO CUJIE KOHACHCALMH B CIAEAYIOIIEM MOPSJIKE: CTUTMACTEPUH
< CHUTOCTEpUH < XOJECTEpPHUH. XOJIECTEPUH IUIOTHEE BCEX OCTAJbHBIX CTEPUHOB
YIOPSAI0YMUBAET JKUPHOKUCIOTHBIE 1lenu B MeMOpane. J(uddepennuanbubie 3¢ HeKTs
CTEpUHOB HAa  YNAKOBKY  JIMIIUJHOTO  OHUCHOA  OOBACHAIOTCA ~ HAJIUYUEM
JOTIOJTHUTENIbHON STUIIBHOU TPYIIbl B OOKOBOM II€MU CUTOCTEPUHA, a TAK)KE JTBOMHOM
CBSI3M M STWIBHOW TpyMIbl cTUrMactepuHa (puc. 11), KoTopble nenaroT aaKuiIbHYIO
LeNb CTEPUHOB MeEHee THOKOW M, KakK CJIEACTBUE, BIUSIOT Ha BCTpPaMBaHUE U
pa3MellleHHe JTHX CTepUHOB B JIMIHUJIHOM OHCIIOe, YBEJIMYMBAs TEKY4YeCTb
MeMOpaHbl. Takke U3BECTHO, UTO KOHJAEHCUPYIOUN 3(hPeKT XonecTepruHa, a 3HaYuT
U OCTAJIbHBIX CTEPUHOB, MEHEE BBIPAXKEH B HEHACHIIICHHBIX JIUMHJIAX, YeM B
HaceieHHbix  (Hodzic et al.,, 2008). Ilpu BbICOKMX TeMmIlepaTypax BO3ayXa
POUCXOUIIO YBETUYEHHE KOJIMYECTBAa CTEPUHOB B 3peibIX pacTeHusx (10 35%), uto
CHI)KAJIO TeKydecTb MeMOpaHbl. MccnegoBarenu CBA3BIBAIIM 3TO C aJaNTallMOHHON
poJbI0 cTepuHOB Mpu Beickixanuu cemsia (Roche et al., 2010).

A b

HO HO HO

Puc. 11. Crpykrypubie ¢opmyinsl xonectepuna (A), B-cutoctepuna (b) u
cturmactepuna (B). OOBeneHHbIC 00JIACTH MOAYCPKUBAIOT CTPYKTYPHBIC Pa3IHuUs
crepunoB (Hodzic et al., 2008)

Kpome cTpykTypHO# pOJH, HEKOTOpHIE >XKUPHBIE KUCIOTHI M JIUMHUABI MOTYT
NEHCTBOBaTh KaK CHUTHAJIbHBIC MOJCKYJIbl TPH BO3JCHCTBHU aOMOTHUYECKUX
CTpeCcCOBBIX (haKTOPOB M BO BpeMs pocTa pacTeHui. [lepemaya CUTHAIOB C y9acTHEM
JIAMHUI0B MOKET MPOUCXOJAUTH YEPE3 MHOMKECTBO PEIIENITOPOB, BKIIIOUAsI PEIEIITOPHI,
cBs3aHHbIe ¢ G-0€IKOM, W SJIEpHBIC PEIENTOpPhl. Y BBICIIUX PAaCTCHUM, TaKMX Kak
Arabidopsis thaliana, omera-3 TpreHOBbBIC >XHPHBIC KHCJIOTBI, MPEICTaBICHHBIC B
OCHOBHOM O-JTMHOJIEHOBOM KHCJIOTOM, CIY>KaT IPEAIICCTBEHHUKAMH >XaCMOHOBOM

48



KUCJIOTBI, KOTOpas, SBISASICh MOIIHOM CUTHAJIBHOW MOJIEKYJIOW, PEryJaupyer
AKCIPECCHUIO 3allUTHBIX T€HOB B OTBET Ha CTpeccoBbie BozjaeicTBus (Wasternack,
2007). JKupHble KHUCIOTBI YYacCTBYIOT B MOMAYJSIIUM HAKOIUICHHS JHJOTCHHOTO
OKcHJla a30Ta U OMOCHHTE3a a3eJaMHOBOW KHCIOTHI, KOTOPHIE BIUSIOT HA Pa3BUTHE
CUCTEMHOM mpuodpeTreHHO ycroiunBocT M mpou3BojcTBO ADK. Okucienue u
naneHeiimee mnpeBpamenue [THHXKK o-guokcureHasoii W JIMIOKCUT€HA3aMu
HPOM3BOJAT pa3jMyUHbIC MPOAYKTBI, KOTOPbIC Ha3bIBalOTCS okcuiaunuHamu (Zhu et
al., 2021).

Tpancaykuus curraioB ¢ ydactueM (OCHOIUMUAOB BKIIOUAET aKTHUBAIUIO
docomunas n munuaxunas (Ernst, 2016). Lluto3oabHbI cBo6oaHbIH Ca’ 3amyckaer
pa3iuyHbIe JUNUAHBIE CHUTHAJIBl B 3aBUCHMOCTH OT MECTOIOJIOKEHUS W
qyBCTBUTEIbHOCTH (ocdonumaser k uoHam kanmbiust  (Wilkins et al., 2016).
docharuaHast KUCIOTa Y9aCcTBYET B Iepeaadue KICTOYHBIX CUTHAIIOB | JIJIsl 3TOU 1!
oOpasyeTcsi JByMs croco0aMd B OCHOBHOM Ha IUIa3MaTUYeCKOW MeMOpaHe:
dochonunazoit D, xoropas ruaponauszyetr cBs3b MeXay ¢dochaTHON Tpymnmon u
cupToBOM  Tpymmoi  (cyoctpar — raunepodochonMnuabl) WX 32 CYET
nocieoBaTesibHOr0  fedcTBus  Goconunazsl C U OIUANMITIULIEPUHKUHA3ZHI
(cyoctpar — mmarmunraunepunnupodocdarer). @K MokeT 3amyckaTh KacKasbl
IPOTCHMHKHWHA3, a TakkKe MHruOUpoBaTh mNpoTeuHdocdaTaszpl, HAIPSIMYIO BIUsAS Ha
(dbepMEeHTaTUBHYIO aKTUBHOCTh M / WM TIPUBS3bIBAsS CUTHAJIbHBIE (DEPMEHTHI K
OTIpeJIeICHHBIM MeMOpaHaMm uiu ydacTkam MemOpansl (Wang, 2005). Hampumep,
BBICOKHE KOHIIEHTpaluud Na® BbI3bIBaIM yBEIHUCHHE (PEPMEHTATHBHOW aKTHBHOCTH
docponmumnazel Dol, uro mpuBoguimo K ObIcTpoMy HakorwieHuto (ocharumnoi
KHCIIOTHl B KAa4eCTBE BTOPUYHOrO TmocpenHuka nunuaoB. PK cBsa3bBaeTCS ¢
MUTOTCH-aKTHBUPYEMON MPOTEHMHKWHA30M W TPUBOAUT K €€ aKTHBAIIUU, KOTOpas
dochopumupyer Na*/H-antumoprep, crmocoOCTBysl CHHKEHHIO HakomicHus Na® B
muctbsax Arabidopsis thaliana (Yu et al.,, 2010). Takum o6paszom, ®PK moxer
aKTUBHPOBATh OCNKH, HAMPAaBIsAsS WX B OMPEACICHHOE MECTO ISl BBHITIOJHEHUS

HYKHOW (pyHKIIMH.
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dochaTHIUITTHOZUTHI MOT'YT dbochopunupoBaThCs B
nosndochaTuIUINHO3UTHI (IIdN). Merabonusm [IOGN  perymupyercs
cnenuduyeckumu kuHazamu, ¢ocdarazamu u ¢ocdonunazamu. B cBoro ouepenp,
[IOW BbIMONHAIOT ABOMHYIO (YHKLHMIO, JIMOO CTAHOBATCS TJAaBHOM CUTHAJIBHON
MOJIEKYJIOH, T100 MPENIIECTBEHHUKOM JJisl IPYTHUX MOJEKYISIPHBIX MECCEHKEPOB.
Hanpumep, uccnenosanue Bak et al. (2013) noka3zano, uto ¢pochaTuaninHo3UT-3,5-
mudocdar BakeH NI JUHAMHKA BakyoJed ¥ 3aKpbhITUS YCTBHHIL. ABTOPBI
OpennoNoxmwiM, 4Tto (ocharununuHo3ut-3,5-nupochar MOXKET aKTUBUPOBATH
INPOTOHHBIE HACOCHI, JIOKAJTH30BAHHBIE B BAaKyOJbHOW MeMOpaHe, U TE€M CaMbIM
HNOJKUCIATh CONEpPKUMOe Bakyoud. lloAKuCIeHHas Bakyoidb IMpETepIeBacT
CTPYKTYpHBbIE HW3MEHEHHWs, BBICBOOOXKIAsh OCMOJHTHI, M OOECIeunBaeT OBICTPOE
3aKphITHE YCTHUIl. BBICTpOE 3aKphITHE YCTHHIl HEOOXOIUMO /ISl COXPAHEHUS BOJBI Y
pacTeHuWi W, CIEeJIOBATEIIbHO, KPUTHYECKHM BAXKHO I BBDKHBAHHUS PACTEHUH B
yCIOBUAX BOAHOrO nedunmra. MHTEpecHble pe3ynbTaThl OBLIM TOJYYEHBI MpU
onpenenennn poiu docharaz (SAC2-SACS) u docharununuuo3ut-3-pocdaroB B
mpoiieccax BakyoJIsipHOTo TpaHcropta u mopdoreneza (Novakova et al., 2014).
VYcranoBneno, uro (Qocdaraza (SAC2-SACS) nokanuzoBaHa B TOHOIUIACTE
Arabidopsis thaliana wu yuactByer B mnpeBpamieHud GochaTuauInHO3uT-3,5-
mudochar B docharuaunmHo3uT-3-dpochar, TeM caMbIM BIHSASL Ha MOP(OJIOTHUIO
Bakyosieii. MytantHeie tuaun Arabidopsis thaliana ¢ mossienHsiM cuaTe30M SAC-
dochoraz mpuBogMIM K  HakomwieHWio  (docharuaunmHo3uT-3-pocharoB u
0o0pa30BaHMIO 3alacalolIMX BaKyoJied, M HA00OpPOT, MYTaHTHBIE JIMHUH C
noaasiieHHbIM cuHTe30M SAC-(docdaras — k HakormeHno hochaTuauINHO3UT-3,5-
mudochar U 00pa3oBaHUIO JUTHUYECKUX Bakyosiei. [lokazaHo, 4TO TpH CoOJIeBOM
cTpeccoBoM Bo3jaeiicTBur Ha kieTku Arabidopsis thaliana pesko moBeimanoch
KoamdecTBO hochaTuaunmHo3nTon-4,5-6mchocedara (B 8-25 pa3) (Pical et al., 1999).

YcTaHOBIEHO, YTO MEMOpaHHbIE CTEpUHBI TOXKE BIUSAIOT Ha TIepeaavy
CUTHAJIOB Ojarojapsi CBOEH KIIIOYEBOW POJM B OpPraHU3AIMH JIUMHIHBIX PapTOB

(Simons and Ikonen, 1997). Cornacuo (Carland et al., 2002), ctepunbl, HaxoAsAIUNACS
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B JIMOUAHBIX padTax, CBI3BIBAIOTCS C PEIENTOPOM M HHHUIMUPYIOT CUTHAIBHBIN
KacKa.

KamniectepuH sBisieTcst MpeIIeCTBEHHUKOM B CUHTE3€ CTEPOUIHBIX TOPMOHOB
pacTeHuil — OpacCMHOCTEPOMIOB, KOTOpbIE, B CBOIO O4YEpellb, BIMSIOT Ha

MeMOpaHHBIH MOTEHIIMAT M COCTaB KUPHBIX KUCIOT (Banurosa u ap., 2016; Bajguz

et al., 2020).
1.6. BeiBoabI 13 0030pa JquTEPATYPbI

AHanu3 JIMTEpaTypHBIX JaHHBIX T[OKa3ajd, YTO Ha CErOJHSIIHUN JeHb
Oonodusnyeckue CBOMCTBA OTAENBHBIX KIACCOB JIMMUJOB MOAPOOHO M3Yy4alHCh Ha
UCKYCCTBEHHBIX MeMOpaHax. B Ouosnornueckux wmemMOpaHax peMOJICIMPOBAHUE
JIUTIAIOB MPOUCXONUT B OTBET Ha Pa3JIMuHbIC aOMOTHUYECKUE U OMOTUYECKHE CTPECCHI
U CIIOCOOCTBYET MOJJEPKaHUIO CBOMCTB MeMOpaH, BIUSS HAa JUHAMUKY JIUIHJIOB,
IEJOCTHOCTh MeMOpaH W (yHkiuu OenkoB B MemOpane. OjHAKO JIUTIHJIBI
BBITIOJHSIOT HE TOJBKO CTPYKTypHble (QyHKIMU. OmnpenerneHHble KIAcChl JUMHI0B
y4acCTBYIOT B CUTHAQJIMHIE TPHU CTPECCOBBIX BO3ACHCTBHUSAX, MPU ITOM JIMIHJBI HE
TOJIbKO WMHHUIMUPYIOT 3allUTHBIE pEakUuH, HO U MOTYT OBITb CHUTHAJbHBIMU
MOJIEKYyJIaMHU.

B omnuume oT JApyrux OpraHu3MoOB, PACTUTENbHBIE KIETKU HUMEIOT
YHUKAJIBHYI0 OpraHejuly — Bakyosb. BakyonsipHas MemOpaHa WJIM TOHOIUIACT
OTJENSET IMTOIUIa3My OT BHYTPEHHEro MPOCTPAHCTBA BakyoulH. BakyomnspHas
MeMOpaHa oOecreyrBaeT TPAHCIIOPT BEIIECTB, YYACTBYET B MOJJAEPKaHUU Typropa
KIETKH U B Tporieccax ayrodaruu. B Hactosiiee Bpemss M3MEHEHHUS IJUMUIHOTO
COCTaBa TOHOIUIACTA MPU CTPECCOBBIX YCIOBUSAX U3YyYAIUCh TOJIBKO MPHU BBICOKUX U
HU3KUX Temriepatypax. [loatomy uenb Hamel paboThl cOCTOsIa B HMCCIEIOBAHUU
JUIHTHOTO COCTaBa TOHOILIACTa KOpHETu1oAoB Beta vulgaris mpu oKUCIUTEIIBHOM |
OCMOTHYECKUX CTpeccax [Jisl BBISICHEHHS] BO3MOXKHOW POJM JIMMHUAOB B 3alllUTHBIX

MECXaHHM3Max paCTHTeHLHOﬁ KJIICTKH.
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2. OFBEKT N METO/IbI UCCJIEJOBAHUS
2.1. O0BbeKT uccjaeI0BaHud

B kayecTtBe 0O0BEKTa HMCCIENOBAHMS HCIONb30BaIM KOPHEIIOABI CTOJOBOM
ceekabl  (Beta wvulgaris L.) copr Monaana. KopHemnoasl XpaHWid B
OBOILIEXPAaHUIIUIIE B TEUEHUE HECKOJIBKUX MecsieB npu +4 — +5 °C.

Kopuennonsr Beta vulgaris Obutn BeIOpaHBl B KayecTBE OOBEKTa HAIIETO
UCCIIeIOBaHUSA 10 CJIEAYIOIUM MPUYHHAM:

1) kopuerion Beta vulgaris — TunuuHBIi 3anacaronuii opraH, B BaKyoOJsX
KOTOPBIX MPOUCXOJAAT WHTEHCUBHBIE TPAHCIOPTHBIE MPOLECCHl, MMEHHO B HHX
HAKaTUIMBAIOTCS B OOJIBIIMX KOJIMYECTBAX caxapa, OPraHMYeCKHUe KUCIOTHI, MOHBI
CoJiel, TOKCHYHBIE TsDKEJIble MeTallIbl, MPOJYKThl MeTa0oJMu3Ma TOPMOHOB,
AMUHOKHUCJIOTHI;

2) 1 BBIACICHHUS Bakyosied u3 KopHeruiogoB Beta vulgaris paspabortansl
IpernapaTuBHBIE METO/bI BBIJCIICHUS, CHUMAIOIINE PsAJl TEXHUUECKUX OrpaHUYEHUN
py BEIOOpE METOJI0B MCCIIEA0BAaHNS aKTUBHOCTH (PEPMEHTOB;

3) paCTUTENBHBI MaTepHal XOpOUIO XPaHUTCS, YTO JaeT BO3MOXKHOCTB

IIPOBOUTH OIBITHI B TCUCHUE BCETO rojIa.
2.2. Ycj10BHsI CO3IaHUSI CTPECCOBOI0 BO3/AelCTBHS

B nmanHO# pabGoTe MBI HCCIIEIOBAId OKHUCIUTEIBHBIM CTpecC W JBa BHAA
OCMOTHYECKOTO CTPECCa: TUIIEPOCMOTUYECKUN U TUITOOCMOTHYECKHU.

T'unoocmomuueckuti cmpecc CO3aBAIM TYTEM TMOMEIIECHHUS OYHUIIEHHBIX
KOPHEIJIOA0B B JUCTUUIMPOBAHHYIO BOAY Ha 24 4.

T'unepocmomuueckuu cmpecc cO3/1aBaju CIEAYIOLINM oOpa3om:
HEOUHIIICHHbIC KOpHeruioAbpl Beta vulgaris B TeueHue Tpex CYTOK YBSIamU TpH
KOMHATHOW TeMmeparype.

OKuciumenvuwlii cmpecc — KyCOUYKH TKAaHH KOPHEIUIoAa pasMepoM 1 cm®
nHKyOupoBanu B pactope 100 MM H20; B Teuenue 16 u.

B xone paboThl HMCMONB30BAIUCh PaA3IUMYHbIE KOHTPOJW [JIi YCTAHOBIICHUS

BJIMAHHUA OCMOTHYCCKOI'O U OKHCIIMTCIBHOI'O CTPECCOB, IIOTOMY KadK OCMOTHYCCKOMY
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CTPECCOBOMY BO3JICHCTBUIO moABCPrajancCh LECJIbIC KOPHCIUIOABI, 4 OKUCIUTCIbHOMY —
KyCOYKHM TKaHW KOPHCIIIOJOB. I[J'DI OCMOTHYCCKHX CTPECCOB KOHTPOJICM CIIYKWUJIAU
LCJIBIC KOPHCILIOABI 0e3 OCMOTHYECKHUX BOSHCﬁCTBHﬁ, IJIs1 OKHMCJIUTCIIBHOTO CTpECCa

3  uEKyOMpoBamM B

— KYCOYKM TKAaHM KOPHEIUIOJOB pasMepoM 1 cM
OUCTWUINPOBAaHHOM Boxe. /[l XapakKTepUCTUKM OCMOTHYECKUX BO3JCHCTBUU
M3MEPSIM OCMOTHUYECKYH0 KOHIIEHTPAILMIO KJIETOYHOTO coka Ha ocmoMerpe OMKA

111-01 (Poccust) m Maccy KOPHEIUIOAOB IO U MOCIE OCMOTHUYECKOTO CTpeECca.
2.3. MeToapbl 111 XapaKTEePUCTHKHU CTPECCOBBIX BO3AeHCTBUI
2.3.1. KonaykToMeTprnuecKuii MeTo/

Jnst  ompeneneHuss BbIXOAA  DJEKTPOJUTOB M3  TKaHEW  KOpHEMIoaa
UCIIONIB30BaANIM  KOHAYKTOMeTpuueckuii Meton (I'pumenkoBa, Jlykatkun, 2005).
Kycoukn TkaHu KOpPHEIUIONOB WHKYOMpoBad 16 4. B AUCTHIIMPOBAHHOW BOjE
(xoHTpONBHBINA BapuaHT) uinu B pactBope 100 MM H>O, (ombrTHbIN BapuaHT). Cpasy
1ocjie  OKOHYAaHMSI CTPECCOBOTO  BO3JACUCTBHUS  OMNpENEsUIM  MPOHUIIAEMOCTh
KJIETOYHBIX MeMOpaH 10 BBIXOAY OJJIEKTPOJIUTOB M3 KYCOYKOB TKaHU B
JUCTH/UIMPOBAHHYIO BOAY C HcCmoib3oBanueMm koHmyktomerpa OK-104 (Radelkis,
Benrpusi) ¢ miaTHHOBBIM AJIEKTPOJOM. 3aT€M PACTBOP C PACTUTEIBHBIM MaTEPHAIOM
JOBOJIWIM J1O0 KWUIMEHUS (IUIsl pa3pylIeHHs: MeMOpaH), JaBajd €My OCTBITh 0
KOMHATHOM TeMIepaTypsl, MOocie 4ero o0beM TOBOAMIN 10 MCXOJAHOW BEIUYUHBI U
M0 DJEKTPONPOBOAHOCTH OIPEACISIN TOJHBIA BBIXO AJIEKTPOIUTOB. CTeneHb

BBIXOJa 3JICKTPOJIHUTOB PACCUUTHIBAJIN B IIPOLCHTAX OT IIOJIHOT'O BbIXOJ4.

2.3.2. MeToa KoMNbIOTEPHOH HeliTpadepHOii BU1€0CheMKH MUKPOCKONMMYECKUX

o0pa3ioB

Onenka OapbepHBIX CBOWCTB MEMOpaH OCYIIECTBISAIACH C  TIOMOIIBIO
OPUTHHAIBHONW DJKCIEPUMEHTAIBHOW YCTAaHOBKH IedTpadepHO KOMIBIOTEPHOMN
BusieocbeMku (IIKB), mo3Bostoiieil nmonydarb CEpuu KOMIbIOTEPHBIX U300paKEHUM
MUKpockonnyeckux o00bekToB (Hypmunckuit wu  gp., 2004). PesynbraThsl
BHUJICOCHEMKH HCIOJIb30BAIUCh JUIsl M3YyYEHHs] JMHAMHUKHA pa3pylieHus MeMOpaH

BakyoJiel. M30muMpoBaHHbIE BaKyoJd MOJy4Yall MHKPOOOBEMHBIM MEXaHHUYECKUM
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metoqom (CaisieB u ap., 1981). Jlns storo kopueruton Beta vulgaris mapesanu Ha
OpYyCOYKH HIUPUHON ~5 MM U JUIMHOU 2-3 cM. 3-4 Opycouka moMeiiaid Ha 2 MUH B
yamky Iletpu ¢ pactBopom Bbzenenus (800 MM KCI, 20 MM DJTA, 50 mM
NaHPO./KOH, pH 8,0). 3atem Opycouku Beta vulgaris nHapesanu Jie3BreM
Oe3omacHOl OpUTBBI Ha TOHKHE TUIACTUHKM (TonmuHOM ~1 mMm). Kycouku TkaHu
OCTaBJISJIM B PAaCTBOPE €Ill€ Ha 2 MUHYTHI, MOCJIE Yero BhIHUMANIM U3 Yaiku [letpu
nUHIETOM. Bakyonu, oceBliMe Ha JIHO, ONPENEsUIM B OWMHOKYJSAP KaK KpacHbIE
IIApUKH HAa po30BoM (oHe. Bakyonu 3acackiBaii B MUKPOIUIIETKY U NIEPEHOCUIIN B
KaMepbl YCTaHOBKM JUIsl LieWTpadepHO KOMIBIOTEPHON BHJIEOCHEMKU C PACTBOPOM
BeIieneHus. KommnbroTepHas oopabotka nanusix [IKB ocymiecTBisiiach ¢ mOMOIIBIO

nporpammbl CellsPro, pyHnkimonupytoieit B cpeae Matlab.
2.3.3. OnpeaesieHue coepKaHUA TMEHOBbIX KOHBIOTATOB

ConepxaHue TEPBUYHBIX MPOJYKTOB NEPEKUCHOTO OKHCIEHUS JIUMHJIOB —
nueHoBbIX KoHBIoraToB (/IK), mpoBogmnmu mo mertonuke (Brmagumupos, Apuakos,
1972). Tlocne B3BeMIMBAHUS W 3aMOPAKMBAHUS KUJIKUM a30TOM | I' KOpHEIIoJa
Beta vulgaris pactupamu ¢ 2 min cmecu (1:1) rekcan-usomnpomnanoia. OO0bem
noogwu A0 9 wmi. MHkyOupoBamu 15 wmumH, 3ateM npo0aBimsid 1 M
JTUCTUJUTMPOBAHHOM BOJBI I pa3feieHus ¢as, eme pa3 NepeMelninBaId U
octasi Ha 30 MUH ISl pacciauBaHHsA. 3aTeM OCTOPOXXKHO oTOmpanu cBepxy 0,5
MJ TEKCAaHOBOW (ppakiuu, TNOMENadd B KIOBETY, J00aBIsid 2,5 MJI ATaHOJIA.
N3mepenne npoBoamwiu Ha criektpodoTomerpe Specord — S-100 (Analytik Jena AG,
I'epmanust) ipu 203 HM.

Pacuernas ¢hopmyina niis onpeaeneHuss KOHICHTPAIMH JUCHOBBIX KOHBIOTATOB:

C=DxL/e, tne D — onruueckas TUIOTHOCTb MPHW JAHHOW JJIMHE BOJIHBI, € —
ko3 dunment monsapHoi skctunmmu (s K 2,2x10° ecm™® M?), L — mmna xona
nmy4a yepes pactBop (cm), C — koHLeHTpaius BemecTsa (M).

Conepxanue JIK B pacTUTEIbHOM MaTepHuaie BeIpaxain B HM/T CyXoi MaccChl.
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2.4. Makpoo0ObeMHBbIi MeTO/ BbleJIeHUS BaKyOJIeil

Brigenenue BaKyoJei u3 TKaHU KOPHEIIOA0B IPOBOJIUIN
MOAU(PUIMPOBAHHBIM MAaKpOOOBEMHBIM METOAOM, pa3pabOTaHHBIM B JlaOOpaTOpUU
¢uznonoruu pacrurensHol kietku CUOUBP CO PAH (Canse u np., 1981).
JleTanu CTaHIAPTHBIX ONEpauui 3TOT0 METOJA 3aKIYaluch B cienyromem: 600 T
3amacaroieii TkaHu KopHeriofa Beta vulgaris mapesanu cnenuanbHBIM anmapaToM
B 800 mn cpensl umsommpoBanus (800 MM KCIl, 20 MM DJITA, 50 MM
NaH;PO4/KOH, pH 8,0). PactBop ¢ Hape3aHHO# Maccoi TKaHH MPOIYCKaIH depes3
cuto ¢ oreepctusiMu 400 MKM I TOTO, 4YTOOBI OTACIUTH KYCOYKH TKaHHU.
Cycniensuto nieatpudyrupoanu B 1000-m1 creknsHHBIX Tpodupkax 15 Mmun npu 250
g na nenrpudyre K-70 (Janetzki, I'’JIP). 3aTtem ocamok Bakyosieii pecycrneHaupoBaIn
B 20 M1 pactBopa, coaepskariero 1 M KCI, 1 MM DJITA, 3 MM MgCly, 5 MM Tpuc —
HCI, pH 7,4. Tlony4eHHyIO CyCIEH3HIO, OOOTAIICHHYIO BaKyOJIIMH, C HEOOJIBIIOM
NPUMECHIO0 KIETOYHBIX CTEHOK, SJAEpP M CIEJOBBIX KOJMYECTB MUTOXOHAPUH,
oobenunsui 110 80 M1 U rieHTpUdyrupoBanu B 100 M1 CTeKISHHBIX TTpodupkax 10
mMuH npu 50 g Ha npenapatuBHoi nentpudyre K-23 (Janetzki, I'’/IP). B pesyabrare
OCAXKJATUCh KPYMHBbIE BAKyOJHd C HE3HAYUTENIbHBIMU BKJIIOYEHUSMU KJIETOYHBIX

CTCHOK.
2.5. MeToa Bblae/IeHUsI TOHOILIACTA

Jlist monydeHus BaKyOJIIPHBIX MEMOpaH oOCaJoK BaKyoJel MoABepraiu
OCMOTHYECKOMY NIOKYy B THIIOTOHWYeCKOM pactBope (IMM MQgCl,, 1 MM 2-
MepkanroaTanoia, 1 MM t1puc-HCIl, pH 7,4). TlonydeHHyH0 CYyCICH3UIO
nentpudyrupoBam 15 mun npu 5000 g Ha mpenaparuBHod neHTpudyre KR-22
(JOUAN, ®@pannus). HanmocagouHyro I KHAKOCTb, COJIEPXKAIIYI0  BE3HKYJIBI
TOHOIJIACTa B pa30aBICHHOM TUIIOTOHWYECKOW CpEAOW BaKyOJSIPHOM COKE,
nentpudyrupoBamm 90 mMunyt mpu 105 000 g Ha mpenapatuBHOW TEHTpHUdYTE
Sorvall Discovery 90SE (Smonus). Hamocamok ymamsii, ocagok HW3BJICKAINd W3

poOupok u xpaHwmm Bo ppusepe mpu — 80 °C 1o Havama MpoOBEIECHUS OTBITOB.
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2.6. IKCTpAKIUA JUIHA0B

O0mme numuUAbBl W3 TOHOIUIACTA AKCTPArMpoBaIv MOAUPHUITUPOBAHHBIM
metogom Pomua (Folch et al., 1957). Jlnsg skcTpakiuu JUIUAOB U3 BakyoJel u
BaKyOJISIPHBIX MEMOpaH HCIOJIb30BAIM CUCTEMY XJIOpOPOpM — METaHOJA — Boja
(2:1:0,8 mo o0bemy). K BbIIEICHHOMY TOHOIUIACTY M00ABISIM 5 MJI CHCTEMBI
xjopoopm — MeTtaHon — BoAa. IlomydeHHYI0 cMech TOMOT€HU3UPOBAIU B TEUCHHE
30 muH. OTOMpanu HUXKHIOK (Gpakuuio B YUCThIA Orokc. CHOBa 100aBIsIu 5 Ml
CMEeCH K TOHOIUIacTy. Bcero moBTopsuiv mpoueaypy Tpu pasza. XJIopo(pOpMHBIN U
BOJIHO-METAHOJIbHBIN CIIOM pa3Jeisuld B JEIUTENIbHOW BOpoHKe. BomopacTBopumblie
HEJIMITUIHBIE TMPUMECH TIEPeXOAsIT B  BOJAHO-METAHOJNBHBIA pacTBOp, a B
XJIOPOOPMHOM CJIO€ COAEpKATCS JUMHUABL. XJI0pohOpM M3 JMIHIHOTO IKCTPAKTA
yAAISUIA O] BaKyyMOM C ToMoIlibio potopHoro ucmaputens RV 8 V-C (IKA,
I'epMaHus) UM B TOKE aproHa, a 3aTeM B3BCIIMBAJIM Ha aHAIMTHYECKUX Becax GH-

202 (AND, fAnonus) ¢ rouroctsio 10 0,000001 r (rpaBUMETpUUYECKUI METON).
2.7. AHAJIU3 KUPHOKHCJIOTHOIO COCTABA JIMIUI0B

Metumnossie 3¢upsl xupHbIX KucinoT (PKK) momydanu mo mertoxy (Christie,
1993). K okcTpakTy JIUOUIOB TOCHE yAalleHus pactBopurens nobdasmsia 1%
meTaHoNbHbIN pacTBOop H2SO4 u HarpeBanu Ha BoxsHoi O6aHe npu 60 °C B TeueHue
30 muH. ITlocne oXnaKIeHHUsI TPWIKIBI SKCTparupoBaiv MeTuiioBblie 3¢upbl KK
rekcadoMm (3x5). Amnamu3z MetwioBbix 3¢dupoB XK ToHOmIacra mpOBOIMIN C
MCIIOJIb30BaHUEM XpomaTo-Macc-criekTpomerpa Agilent technology 5973N/6890N
MSD/DS (CIIIA). [lerekTop — Macc-CIEKTPOMETP — KBaAPYIOJIb, CITIOCO0 NOHU3AINH
— anekTpoHHbIi ynap (EI), sHeprust nonuzamuu 70 3B, 11 aHanu3a MCMOIb30BaIN
PEXKUM PpErucTpalMyd MOJHOTO HMOHHOrO ToKa. [l pa3aeneHuss HMCHOJIb30BaIH
Kamwuigpayto kolloHKy HP-INNOWAX (30 M x 250 mxm X 0,50 wMkwm).
Henonswxnas ¢aza — nonudtuneHrnukonb. [logBuxkHas (a3za — remuid; CKOpOCTb
nmoTtoka raza — 1 mi/mun. Temmnepatypa ucnapurens 250 °C, ucrounanka noHos 230
°C, nerektopa 150 °C, temmepaTypa JMHUH, COCAMHSIONIEH XpomaTtorpad ¢ mMacc-

crnekrpomerpoMm — 280 °C. JImana3zon ckanupoBanus 41-450 a.e.m. O0beM BBOJMMOM
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npoObl — 1 MkJ, pazgeneHue nmotokoB 5:1. XpomarorpadupoBaHue NPOBOAWIN B
m3orepmuueckom pexume npu 200 °C. [ns uaeHTUPUKAIUU TMHUKOB METHIIOBBIX
3(UPOB KUPHBIX KHUCIOT HMCIOJIb30BAIM CTAaHAAPTHI METHJIOBBIX 3pupoB (Sigma,
CIHA) u nannbie oubaroteku macc-criektpoB NIST 05 (Dobson, 1993; Wolff and
Christie, 2002).

JIns OIEHKM CTENEeHM HEHACHIIIEHHOCTH JKUPHBIX KHUCIOT PacCUMTHIBAIU
unjekc apoitHoi cesizu (MJC) mo dopmyne (Lyons et al., 1964):

NAC = >Pj x n/100, rne Pj — conmepxaHue >KUPHBIX KHUCIOT (Bec, %); N-
KOJIMYECTBO JBOWHBIX CBA3EU B KAXKOWU KUCIIOTE.

PaccuntbiBaii CyMMYy HEHACBIIICHHBIX XUPHBIX KHUCIOT (D Hikk), CyYMMY
HACBIIICHHBIX JKUPHBIX KHUCIOT (D pkk) U OTHOIICHHUE CYMMBlI HEHACHIIICHHBIX

YKUPHBIX KUCJIOT K CYMME HACBIIICHHBIX YKUPHBIX KUCIOT (ZHIKK/SHKK)-
2.8. KauecTBeHHBII H KOJIMYECTBEHHBIN aHAaN3 (poconnugoB

Jns obHapyxkenus ©u wuacHTUUKAMK (OCHOTUNUIOB B PACTUTEIHHOM
MaTepHalieé HMCIOJIb30BAIM CIeM(PUUYECKUe peareHTol: Mg Qocdopcoaepxaminx
KOMIIOHEHTOB MojuOaeHoBbI cunuii  (Vaskovsky and Latyshev, 1975), mus
aMmuHOcoaepxkamux aunuaoB — 0,2%-w1ii pacTBop HuHTHIpUHA B areToHe (KeiTc,
1975), Takke NpUMEHSIM AHTPOHOBBIN peareHT (oOpabarpiBamu TUIACTHHKY 10%
CEpHOM KUCJIOTOM B BOJIE, 3aTeM cpa3zy ke onpbickuBaiu 0,5% anTpoHoMm B OeH30Ie€,
HarpeBaiu B CymwibHOM MmKkadgy mpu temmeparype 110 °C; ronybas u cuHss
OKpackKa MSATEH COOTBETCTBOBAJIA TIIMKOIUIHAaM, kKopuuHeBas — DJI, cBeTno-romybas
— 1iepedpo3ugam).

dochommmuasl ToOHOIIAacTa KopHeruiofoB Beta vulgaris komndyecTBeHHO
ONpeelsyid aHAIMTUYECKON TOHKOCIOWHOW XpoMarorpadueil mo HeOpraHu4ecKoMy
dochopy meromom BacwkoBckoro (Vaskovsky and Latyshev, 1975). Ins storo,
MEpHBIM IIMNPUIIOM Ha CTEKJISIHHYIO IMJIACTUHKY ¢ cuiaukareneM (pupmbl Macherey-
Nagel) HaHOCHIIM DKCTpaKT JUNUAOB ToHOIUTacta Beta vulgaris. [lns pasnencaus
JUTUOB UCIIOJIB30BAIH JBYMEPHYIO CUCTEMY: TIEPBOE HAIMpaBICHUE — XJIOPODHOPM —

MeTtanos — 6enson — 28% NH4OH (65:30:10:6), BTOpoe HampaBieHne — XJI0pohopm
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— METaHOJI — YKCYCHas KUCJIO0Ta — alueToH — 0eH3on — Boaa (70:30:4:5:10:1). Ilocne
paznenenus cmecu qunuioB OJI odHapyx)uBanu ¢ momoibio 10% cepHOl KUCIOTHI B
staHosie. CuiMkareiab €3 30H, cojepKamux pasjaeneHHsie DJI, mnepeHocuiu
MUKPOIITIATEeNIeM B KapOCTOMKHE MpoOupKU, Hobarmsuim B kKaxayo 0,05 mu 72%
XJIOpHOUM KuCIOThl. KoHTposneMm ciyxuin o0pas3iibl ¢ 100aBIE€HHUEM CHUIIMKAress,
B3SITOIO C YHUCTOTO y4acTKa HUXKHEW YacTH XPOMATOTPaMMbI, IJIOIIAJIbI0, PABHOM
cpenHel BenuuuHe nsATHA. CKUTraHue NpoBOAMIM Ha necuanoit 6ane mpu 180-200 °C
B TeueHue 20 MHUH, moMemias MPOOMPKH TaK 4YTOOBI BEPXHSS YacTh CIYXKWJIa
BO3JIYIITHBIM XOJIOJIUJIBHUKOM JIsl TTapOB XJIOPHOM KucHOThL. [locne oxmnaxaeHus B
npoOupku BHocwiu 1o 0,45 My pabouero peareHra, IJsi KOTOPOro K 5,5 mi
UCXOJTHOTO MOJIMOJIATHOTO peareHta ao00aBisau 26 min 1N CcepHOM KHUCIOTHI H
noBoawi 00beM 10 100 Mi1 TUCTUITMPOBAHHOM BOAOM (peareHT MCIOJIb30BAIA B
TeueHue Henenu). McXomaHblii MONMMOMATHBIM pEeareHT B CBOK OuYepeb T'OTOBHIIM
cinenayromum oopaszoMm: 10 r monubaara Hatpus nob6asisiium k 60 ma 4N HCI, 0.4
rUApO3MHa colisiHokucaoro nodasmsum k 14 mu 4N HCI, nBa peakTiBa COeIUHSIN U
HarpeBaiu 20 MUH Ha KUTSIIIEH BOAsiHOM OaHe. PacTBop oxnaxkaanu u nqob6asisiu 14
MJI KOHIICHTPUPOBAaHHOM CEpPHON KHUCIOTHI, JAoBOAWiIM 00beM Jn0 100 ma
JTUCTHITUPOBAHHON BOJIOM (PEaKTUB XpaHWIICS B MOCYAE W3 TEMHOTO CTEKJa MpU
KOMHATHOM TeMmIiepaType HECKOJIbKO MecsieB). Cmech B NPOOUpPKE TIIATEIBHO
nepeMeniuBand ¢ momomeio mieikepa Works Minishaker Vortex Mixer MS1 S1
(IKA, I'epmanmus). [IpoOupku momernany Ha KHIILYI0 BOJSHYIO OaHIO Ha 15 MuH,
OXJIAXKJIali, CWJIMKAareilb yaamsau ueHtpudyrupoBanuem (10 mua npu 700 g) u
U3MEPSIIM BEIMYMHY ONTUYECKOW TUIOTHOCTH Tpu 815 HM Ha crekTpodoToMeTpe
Specord — S-100 (Analytik Jena AG, I'epmanwmsi). KomumdectBo docdopa B DJI
OTpENIeISUTA 10 KaIUOPOBOYHOMY TpauKy, HCIONB3YS M €ro TOCTPOCHHS
AMKBOTHBIC YacTU cTaHAapTHOTO pactBopa (ocdara (NaHPO,), comepkamero ot
0,1 mo 0,5 mxr docdopa. Jlns nepepacyeTa UCMOIb30BaTN KOIPHUIIUESHTHI, KOTOPHIE
MPEACTABISAIOT CO00 OTHONIIEHUE MOJIEKYJISIPHOM Macchl Kaxkaoro dochonaunuaa K

aTtoMHOM Macce ¢ocdopa. Ilpu pacuere comepkaHus JTUNUAOB ObLIA TPUHSATHI
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cieaymolre Mojekysipabie Macchl hochomununon: OO — 7441, ®X — 748,1, OU —
856,6, ®C — 792,0, DK — 686,2 (Novitskaya et al., 2006).

2.9. KauecTBeHHBIIl U KOJIHMYEeCTBEHHBII aHAJIN3 IIMKOTJIUIEPOJIUIIHI0B

Jns  oOHapykeHHsT M WICHTHU(PUKAIMKA TJIMKOJMIHUAOB B PaCTUTEIbHOM
MarTepuase UCIOJIb30BAIM aHTPOHOBBIN peareHT U ctanaaptsl MI'IT u AT AT
[mukornmueponunuabl  TOHOILUIacTa  KopHemiogoB — Beta  vulgaris
KOJMYECTBEHHO OMpPECIsIn aHAIUTUYECKOW TOHKOCIOWHOW Xpomartorpadueit mo
ranakto3e metoom (Dubois et al., 1956) B mogudukauu (Roughan and Batt, 1968).
JI71s1 5TOro MEpHBIM IIMPUIIOM Ha CTEKJISHHYIO TJIACTUHKY C cuiHKareiaeM ((Qpupmsl
Macherey-Nagel) HaHOCHMIM SKCTpaKT JHMNHI0B ToHoIutacta Beta vulgaris. Jlmns
pazzeseHus JUIMUI0B UCIIOIb30BAIN OJJTHOMEPHYIO CUCTEMY alleTOH — OeH3011 — BoJa
(91:30:8). Ilocne pazpenenust cmecu nunuaoB ['JI oOHapyxuBanu B mapax Hoja.
30HBI C TJUKOIJIMIIEPOJIUTIUIAMH CUUIAA C CHJIMKarejieM B IHEHTPUQPYKHBIC
npooupku. Kontponem ciyxunu oOpas3ibl ¢ A00aBIEHUEM CUJIMKAressi, B3ATOTO C
YUCTOTO ydYacTKa HIDKHEH 4YacTh XpoMaTOrpaMMbl, IUIOMIAIbI0, PaBHOW CpelHen
BenuunHe naTtHa. K cunmukarento ¢ nunugamu po6aBmsum 1 mi 2% ¢eHoIbHOTO
pacTBopa, OBICTpO MNpWIMBAIK 4 MJ KOHIEHTPUPOBAHHON CEPHOW KHCIOTHI U
MHTEHCHUBHO IiepeMernuBanu Ha mieiikepe Works Minishaker Vortex Mixer MS1 S1
(IKA, I'epmanus). Uepe3 15 MuUH cHIMKarelb ocakaanud HeHTpudyrupoBanuem (5
MuH 2000 06/MuH). M3Mepsnn BEIMYMHY ONTHYECKOW TuIOTHOCTH mpu 480 HM Ha
cnexktpodoromerpe Specord — S-100 (Analytik Jena AG, I'epmanus). KonmdectBo
TaJIakKTO3bl B TJIMKOTJIUIEPOJIUNUIAX OMPENCISIN 10 KaTMOPOBOYHON KpPUBOM,
UCIIONB3Yysd [JJIi €€ TOCTPOCHUS AJMKBOTHBIE YacTH CTaHIApTHOTO pacTBOpa
rajakTo3bl, cojaepxamero or 2 g0 50 wmkr ramakro3el. Jlis mepepacuera
UCIONB30BAIM  KOA((PUIUEHTBI, KOTOpPbIE MPEACTABISAIT COOOM OTHOLIECHHE
MOJIEKYISIPHOM MacChl KaXJA0T0 IITUKOTIUIEPOJIUNKIA K aTOMHOM MacCe TalaKTO3bl.
IIpu pacuere cojepxaHusi JUNUAOB ObUIM MPUHATHI CIEAYIOIIME MOJIEKYJISPHBIC
Macchl raukornuuepoaunuaos: M — 774,4, AU'AI" — 936,5 (Novitskaya et al.,
2006).
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2.10. Koiu4yecTBEeHHbIH aHAJIN3 CTEPHHOB

CyMMapHbIe CTepHHBI TOHOILIacTa KOpHeIu10a0B Beta vulgaris cuiunuposanuy,
HarpeBast ooOpasen; B TteueHue 30 muH npu 70 °C ¢ nob6aBnennem 150 mxn N,O-
ouc(TpuMeTniIcHInI )aneTamuaa, S0 MKI rekcameTwaaucuiaazaHa (Sigma-Aldrich,
CHIA) u 300 Mk sTunanerara. B kauecTBe BHYTPEHHEr0 CTaHAapTa UCMOJIb30BaIU
sprocrepun  (JymapeBa,  2020).  OOpazoBaBmivecss  TPUMETUICUIUIbHBIC
NPOU3BO/IHBIE CTEPUHOB OBUIM TMPOAHATU3UPOBAHBI C TIOMOIIBIO XPOMAaTO-Macc-
cuektpomerpa GC-MS 7000/7890A TripleQuad, Agilent Technologies (CIIIA).
O6bem BBoguMoOI npoObl — 0,02 mki. Temneparypa ucnapurens 250 °C, uctouyHuka
noHoB — 230 °C, perektopa — 150 °C, Temmeparypa JWHUH, COCAUHSIONICH
xpomatorpad c¢ macc-criekrpomerpoMm, — 280 °C. Jluanazon ckanupoBanusi 41-550
a.e.M. Jlns pasmeneHuss KOMIIOHEHTOB HCIIOJIb30BaliM KaMWLISIPHYIO KOJIOHKY HP-
SMS (30 m%0,250 mmx0,50 mxm), Agilent Technologies (CIIIA). HenonpmxkHas a3za
— 5% denunmerunnoaucuiokcad. ['paauent temmepatypbl: 2 muH npu 150 °C,
3aTeM co ckopocThio 10 °C/mun Temneparypy nossimaiu 10 300 °C u BbIAEpKUBATH
B TeueHue 15 muH. [logBrxkHas ¢aza — renuid, CKOpOCTh MOTOKa raza — 1 MuI/MHH.
Paznenenue nmorokoB 5:1. Macc-crieKTpoMeTp — KBaApymoJib, CIOCOO0 MOHU3ALUUA —
anexktpoHHblt yaap (EI) (aneprus wonmsamuu: 70 5B). Unentudukanuo cTepuHOB
NPOBOAMIA IMyTEM CpaBHEHHUS WX BPEMEH yIEpKaHHUs CO CTaHIapTaMH, a TaKkKe
ucnoib3oBasin 6ubmorexku Macc-criektpoB NISTO8 u WILEY7. KonuuecTBeHHBIN
aHayin3 ObUT IPOBEAECH C UCIIOJIb30BaHUEM KaTHMOPOBOYHON KPUBOM MO XOJECTEPUHY,
KaMIIECTEpPUHY, CTUTMACTEPUHY U P-CUTOCTEpUHY C YYE€TOM OTKJIHKa BHYTPEHHEIO

CTaHJapTa.
2.11. Ucnonb30BaHHbIE PEAKTUBBI

B pabGore wucmonb3oBamm crexyroommue peaktuBbl ¢Gupmbl Sigma (CILIA):
OHATA, PB-cuTocTepuH, XOJECTEPUH, CTUIMACTEPUH, KaMIECTEPUH, 3PrOCTEPHH,
reKcaMeTWJIINCIIa3ad, HUHTHApPWH, aHTpoH, N,O-buc(tumerwncunmn)arneramu,
MOHOTQJIAKTO3UIUALUITIIUIIEPUHBI, JUTATaKTO3WIIUAIMITIUIEpUHbl. OCTalbHbIC

PCAKTHUBBI OBIJIM OTEUYECTBECHHOT'O IMPpOU3BOACTBA: IICPCKUCH BOAOPOAA, XJIIOpHUI KaJIud,
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auruapodocdar HaTpuUs, TUAPOKCU Kallns, TeKCaH, XJIOPUA MarHus, TPUXJIOpPMETaH
(x10podopM), TeKcaH, H3OMPOINAHON, TPUC, COJIIHAS KUCIOTa, METaHOJ, CepHas
KHCJIOTA, aleTOH, OEH30J, YKCyCHas KHCIOTa, TMAPOKCUI AaMMOHMS, XJIOpHas

KHCJIOTa, MOJIMOAAT HATPUsI, TUIPO3UH COJITHOKHUCIIBINA, (PEHOII.
2.12. CraTuctuyeckasi o00padoTKka JaHHBIX

DKCIEPUMEHTHI MPOBOAWIN HE MEHEE YeM B ISITH HE3aBUCUMBIX TOBTOPHOCTSX
(n=5). ITony4yeHHblc naHHBIC MPEACTABISAIN B BUAE cpeaHeidt apudmeruueckoit (M)
win Menuanel (Me), a pa3dpoc 3HAUYEHHW — B BHUJAE CTAHAAPTHOTO OTKJIOHEHUS
(£S.D.) mnm uHTepKBapTUIBHOU IHPOTHI [25%; 75% mnpoueHtwib]. C MOMOIIBIO
KpUTEPpHUS [Tanupo-Yunka (Shapiro-Wilk) MPOBEPSIIU HOPMaJIbHOCTh
pacnpeaeneHus (T'OCT P nco 5479-2002). Paznuuus MEXKTY
AKCTIEPUMEHTAIBLHBIMU JJAHHBIMU CUWUTANIM CTAaTUCTHYECKU 3HauuMMbIiMu nipu P<0,05
(I'nmant, 1999).

[Ipy HOpMaJNIBHOM pacHpeieraeHun sl 10Ka3aTeIbCTBA HAIWYUA 3HAYMMBIX
Pa3TUUMM MEXAY CPEIHUMU MPUMEHSITN OAHO(DAKTOPHBIN AUCTIEPCUOHHBIN aHAINU3 U
NOCJIEIYIOIIEE MHOKECTBEHHOE CPAaBHEHUE CPEAHUX MPOBOAWIA MO METOAY TBhIOKH
JUIS OCMOTHYECKHUX CTPECCOBBIX BO3JIEUCTBUN, TaK KaK CpaBHEHHE OBLIO MPOTHUB
OIHOTO KOHTpOJisA. [l Joka3aTenbCTBa HAIWYWA 3HAYUMBIX Pa3IUUUN  MEXKIY
CPEIHUMU IPU OKHUCIHUTEIHHOM CTPECCOBOM BO3ICHCTBHS HMCIIOJIB30BAIM TAPHBIM
JBYXBBIOOPOYHBIH t-TECT.

Ecnu pacnpeneneHre oOTIWYAIOCh OT HOPMAJIBHOTO, MJI JI0KA3aTeIbCTBA
HaJqu4usli 3HAYMMBIX pa3IMuMil MEXIy MeIuaHaMH HCHob30Baiu H-kpurtepuit
Kpackena-Yonnuca u nocineayroniee MHOKECTBEHHOE CPABHEHHE MEIMaH MPOBOIUIN
no wmerony CreiogeHta-Heiomena-Keynca wnm  JlanHa 11 OCMOTHYECKHX
CTPECCOBBIX BO3JACUCTBUU. [l 1g0Ka3aTenbCTBA HANW4YMS 3HAYMMBIX Pa3Idduil
MEXJy MEAUaHaMH MPU OKHCIHUTEIBHOM CTPECCOBOM BO3JEHUCTBHUS HCHOJb30BaIU
TecT MaHHa-YUTHH.

CrartucTudeckue pacueThl OCYIIECTBIISIA C MOMOIIBIO TPOrPAMMHOIO MaKeTa
SigmaPlot 12.5.
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3. PE3YJIBTATBI UCCJIEJOBAHUSA N OBCYXIEHUE
3.1. Ouenka BJIMSIHUSI CTPECCOBBIX BO3ACHCTBUI

[Ipu ocMOTHYECKUX CTpeccax MPOUCXOIUIH CYIIECTBEHHbIE H3MEHEHUS MACChI
KopHerutona Beta vulgaris u ocMoTHYeCcKOW KOHIIGHTPALMU KJIETOYHOTrO coka. [Ipu
TUIIEPOCMOTHYECKOM CTpECCe Macca KOpHEIIoaa cHukanach Ha 20%, ocMoTHYecKas
KOHIIEHTpAIMs KJIIETOYHOTO COKa yBelnuuBaiach Ha 13%, a mpu rHmoocMOTHYECKOM
cTpecce, Ha00oOpoT, Macca yBenuuuBanach Ha 20%, a ocMOTHYecKasi KOHLEHTpaIus
cHkantach Ha 12% (Ozolina et al., 2016).

O mpomeccax TMEPEKUCHOTO OKHUCICHUS JUMHUAOB MOXHO CYIUTh TIO

YBCIIMYCHUIO COACPIKAHUA JUCHOBBIX KOHBIOIaTOB B TKAHAX KOPHCILJIOJOB (pI/IC 12)
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Puc. 12. Copepxanue IUEHOBBIX KOHBIOTATOB TIPH OKUCIUTEIBHOM H

OCMOTHYECKHX CTpeccax B TKaHAX KopHeruionoB Beta vulgaris

Ipumeuanue: N=5, MzS.D. * — Hanu4re 3HAYMMBIX pa3JIMUYUid B CPAaBHCHUH C KOHTPOJIEM 1,
3HAYMMOCTh Pa3IMYMi paccyMTaHa C MOMOINBIO t-TeCTa, ** — HaJlM4Yue 3HAUYUMBIX PA3JIMYUN B
CpPaBHEHHHM C KOHTPOJEM 2, 3HAUUMOCTh Pa3IHuYUil pacCuUTaHa C TIOMOIIBI0 OJHO(AKTOPHOTO
JMCIIEPCUOHHOT0 aHanu3a. llociemyromee MHOXECTBEHHOE CpPaBHEHHE CPEIHUX HPOBOJIWIN IO
MeToqy Thloku. Pa3nuuuss MexJy 5SKCIEepUMEHTATbHBIMH JaHHBIMH CUHTAINW CTATUCTUYECKU
3HaunMbIMH TTpu p<0,05.

JlueHOBbIE KOHBIOTATHl W MaJOHOBBIM auanpiaerun (MJIA) Bo3HHMKAKOT B
pe3yibTaTe MNEPEKUCHOTO OKHUCICHHWS IOJWHEHACBIIMICHHBIX JKHUPHBIX KHUCJIOT

JIUITM OB. Onu sgBIAIOTCSA Hambosee I/IH(l)OpMaTI/IBHBIMI/I IIOKa3aTC/IsIMHM  HaJIM4YMA
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OKUCJIUTETBHOTO  cTpecca. IIpu  OKUCIUTETBHOM CTPECCE BBIXOA JTUCHOBBIX
KOHBIOTaTOB yBenuuuBaics Ha 47%. B ycmoBHSX OCMOTHYECKHUX CTPECCOB
KOJIMYECTBO JIMCHOBBIX KOHBIOTATOB OBUIO TMOYTH B JBa pa3a OoJblle, 4YeM B
koHTpoie. [Ipu Bo3neiictBum cBuHma Ha Trigonella foenum graecum copepikanue
JMCHOBBIX KOHBIOTATOB B JIUCThSIX Bo3pacTano B Tpu pasa (Xalxo and Keshavkant,
2018). KonnuectBo MJIA yBenuumBajaoch M IpHU HEIOCTAaTKE BOJBI B IMPOPOCTKAX
Brassica rapa (ma 82%), a Takke mnpu U30BITOYHOM YBJIAXKHCHUU KOpHEH
Deschampsia antarctica (ua 84%) (Bhuiyan et al., 2019; Park and Lee, 2019).

CocTosiHie MPOHUIIACMOCTH MEMOpaH OIEHUBAIM 1O BBIXOIY SJICKTPOJIUTOB
U3 TKaHEei KOPHEIIo/1a B yCIOBHUIX CTPECCOBOTO Bo3aeicTBus (puc. 13).
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Puc. 13. XapakTepucThKa OKHCIUTEIBHOTO M OCMOTHYECKHUX CTPECCOB
KOHJAYKTOMETPHUYECKUM METOAOM MO BBIXOAY AJIEKTPOJIUTOB U3 TKAHEN KOPHEIUIOA 0B

Beta vulgaris

Ipumeuanue. Nn=5, MzS.D. * — Hanu4re 3HAYMMBIX pa3JIMUYUidi B CPAaBHCHUH C KOHTPOJEM 1,
3HAYUMOCTh PA3JIMYUil paccuuTaHa C MOMOIIBIO t-TecTa, ** — HalWyhe 3HAYMMBIX Pa3Iuyuil B
CpPaBHEHMM C KOHTpOJEM 2, 3HAUUMOCTh Pa3IM4YUil paccuuTaHa € TMOMOIIBIO OJHO(AKTOPHOIO
JMCIIEpCHOHHOr0 aHanu3a. llocnenyroniee MHOXECTBEHHOE CPaBHEHHE CPEIHMX MPOBOJAWIM MO
Meroay Throku. Paznuumss Mexay OSKCIepUMEHTAIBHBIMH JAaHHBIMH CYHUTAUd CTATUCTUYECKH
3HauuMbIMu 1pu p<0,05.

B oTBeT Ha rMIEPOCMOTHYECKHUN CTPECC BBIXOJ JJICKTPOJMTOB BO3pacTall Ha
59%, a npu okuciautenabHoM cTpecce Ha 106%. IlokazaHo, 4TO NpU COJIEBOM

CTpCCCOBOM BO3I[CfICTBHH BBIXOJ JJICKTPOJIIMTOB M3 TKAHEH JHUCThEB OJMBKOBBIX
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JIEPEBBEB BO3pacTall, a Takxe mnocie Bo3aeiicTtBus 10,0 MKM MbllIbsika HA CEMEHaA
Phaseolus aureus yredka 37eKTpOIUTOB M3 TKaHEH MPOPOCTKOB YBEIMYMBAJIACH HA
88,7% (Singh et al., 2007; Zahedi et al., 2021).

I[Ipu  omeHke  CcTaOMIBHOCTH  W30JMPOBAHHBIX  BAKyoOJed  METOJOM
nenTpapepHoil BHUIEOCHEMKH OBUIO YCTAaHOBJIEHO, YTO CTa0MJIBHOCTH MeMOpaH
M3MEHsJIach TpPU BceX H3y4daeMbIx crTpeccax (puc. 14). Camble WHTEHCHBHBIE
paspyleHus BaKyoJied ObLJIO OTMEUEHBI B YCJIOBHSX T'MIIOOCMOTHYECKOrO CTpecca
(pa3pymienrie B 4,5 pasza Oosblie, yeM B KoHTpoje). [Ipu rumepocMoTHyeckoM
cTpecce mepuoj Tnosypacnaga ymeHblanca Ha 28%, MOpU  OKUCIUTEIbHOM

MPAKTUUYECKH B JIBa pasa, Ha 54%.
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Puc. 14. BiausgHue OKHUCIUTEIBHOTO MU OCMOTHYECKHX CTPECCOB Ha MEPHOJ
noJrypaciajia u30JIMpOBaHHBIX BaKyoJiel kopHeruioaoB Beta vulgaris

Ilpumeuanue. n=5, MxS.D. * — 3HaUMMOCTb pPa3IMUMUA B CPaBHCHHUM C KOHTpoOJeM |1,
paccurTaHa ¢ TMOMOINBIO t-TecTa, ** — 3HAYMMOCTb pa3IMYMii B CPaBHEHHH C KOHTPOJIEM 2,
paccyMTaHbl € TOMOIIBIO  OJHO(AKTOPHOTO JUCIEPCHOHHOTO aHanmu3a. llociemyromiee
MHO)KECTBCHHOE CPaBHEHHE CPEIHUX MPOBOJWIA IO MeTony Thioku. Pazmuuums Mexmy
AKCMEPUMEHTAIbHBIMU JAHHBIMU CYMTATN CTATUCTHUECKU 3HAYUMBbIMHU TTpH p<0,05.

Takum 00pa3oMm, JaHHBIE OIIGHKH CTPECCOBOTO BO3JICHCTBUA Ha TKAHHU
KOPHCILIOAA IMOKA3bIBAIOT, YTO CTPCCCOBAA HArpy3Ka B YCJIOBHUAX OKHUCIIMTCIBHOI'O U

OCMOTHYECKHX BO3JIeWcTBMM Ha kieTku Beta vulgaris Obia gocTaTodHO

WHTEHCUBHOMU.
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3.2. Bausinne OKMCJIMTEIBHOT0 CTPECCOBOI0 BO3/1€iiCTBUS HA JIMIIHIHBII

npoguiab ToHOIIACTA

CymMmapHOe cojep)KaHWe JIMIKIOB TOHOILIACTA YMEHBINAJIOCh MOYTH B JBA
pasa 1ocje OKHCIUTEIBHOTO CTPECCOBOro BO3AcHCcTBHs (puc. 15). 3HaYMTEIbHOE
CHIDKEHHE OOIIMX JIMIUAOB B KOPHAX, HoOerax W JjucThiax Trigonella foenum
graecum oTMmedajgoch B OTBET Ha CTPeCC OT CBHHIIA, a TAaKXe IMPH HMHTALUU
BO3/ciicTBUs KucinoTHoro Aoxas (Xalxo and Keshavkant, 2018).
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Puc. 15. Conepxanue CyMMapHbIX JIUIIAIOB B TOHOILIACTE KOpHEII010B Beta
vulgaris B ycIoBHSX OKHUCIMTEIBHOTO CTpecca

Ilpumeuanue: n=5. Me, TuIaHKaMu NMOTPEMIHOCTEN npeacTaBiaeHsl 25% u 75% npoueHTrim.
* — HamuM4Hhe 3HAYUMBIX Pa3iNuuii, 3HAYMMOCTh Pa3IU4Mi paccuyuTaHa ¢ nomomibio U-Kputepus
Manna—-YutHu. Paznmuuus Mexay SKCIEepUMEHTAIbHBIMH JAHHBIMH CUUTAIA CTATUCTUYECKH
3HauuMbIMU 1ipu p<0,05.

N3meHeHus, KOTOpbI€ NPOU3ONUIM B KUPHOKHUCIOTHOM COCTaBE JIUIIUIOB
BaKyOJIIpHOH MeMOpaHbl TIPH OKHCIWUTEIBHOM BO3JCHCTBHM, TIPEJICTABICHBI B
tabmuie 4. Cpemn HXK ToHommacta B KOHTPOJBRHOM BapuaHTe U IOCIHE

OKHUCJIMTEIBHOTO BO3/IeMCcTBHS npeobnaganu nansmutuaoBas (C16:0) u creapuHOBas

(C18:0) xucmoTsl, a cpequ HHXK — onennoas (C18:1(n-9)) u nmmuonesas (C18:2(n-
6)).
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Taoauna 4
BrusiHue okuCIUTENbHOTO cTpecca Ha KUPHOKUCIOTHBIA COCTaB JIMMUIOB

BaKyOJIIpHBIX MeMOpaH kopHerionoB Beta vulgaris, (% ot cymmsr XKK)

KupHble KHCJIOTHI Kontpousb Oxmucant. crpecc
C12:0, naypuHoBas 0,25 [0,24; 0,26] 0,52 [0,45; 0,59] *
C14:0, mupucTHHOBAS 0,92 [0,83; 0,98] 0,97 [0,92; 1,02]
C15:0, neHramexkaHoBas 1,00 [0,96; 1,05] 1,31[1,3; 1,36] *
C16:0, nasbMUTHUHOBAS 31,04 [30,53; 31,69] | 34,89 [34,36; 35,61] *
C16:1, nmaaxpMUTOJIEHHOBAS 0,74 [0,74; 0,76] 1,25[1,22; 1,35] *
C18:0, creapuHoBas 5,45 [4,95; 5,71] 3,9[3,67;4,1] *
C18:1(n-9), onenHoBas 23,93 [23,25; 24,61] | 22,18 [21,96; 22,64]
C18:1(n-7), uuc-BaKkieHoBas 11[0,96; 1,03] 1,05 [1,02; 1,07]
C18:2(n-6), muHoseBas 33,04 [32,72; 33,26] | 30,6 [29,88; 31,51] *
C18:3(n-3), muHoaeHOBasI 1,88 [1,68; 2,12] 2,2 [1,98; 2,44]
C20:0, apaxuHoBas 0,411[0,32; 0,51] -

C22:0, 6erenosas 0,5[0,48; 0,54] 0,43 [0,39; 0,47]
HUaC 0,97 [0,96; 0,98] 0,93 [0,92; 0,94]
YHXKK 39,78 [38,81; 40,45] | 42,03 [41,77; 42,48]
YHHXK 60,22 [59,55; 61,19] | 57,97 [57,52; 58,23]
YHHKK/ZHXK 1,51 [1,47; 1,58] 1,38 [1,35; 1,39] *

Ipumeuanue: n=5, Me [25%; 75%)]. * — HamMuMe 3HAYUMBIX DPA3IUYH, 3HAYUMOCTH
pasnuuuil  paccuutaHa ¢ nomowbro  U-kpurepus ManHa-YutHu. Pazmuumsa mexny
OKCIICPUMCHTAJIIbHBIMHA JaHHBIMU CUUTAJIM CTATUCTUYICCKU 3HAYMMbIMH IIPU pS0,0l .

IIpn paccmorpenun wu3meHeHnit MUHOPHBIX KK, MOXHO oTmMerurh, 4TO
cogepkanue gaypuHoBor KK (C12:0) mocime cTpeccoBOoro BO3ACHCTBUS
YBEIIMYUJIOCh TOYTH B JBa pas3a. 3HauuTelbHOe mnoBbilieHne 3Tol KK Obuio

OTMEYCHO B  KJIETOYHBIX MeMOpaHax Zygosaccharomyces  rouxii, mpu

KyJIbTUBHPOBAHHUH KJIETOK Ha cpeie ¢ godarinenneM NaCl (Wang et al., 2020). Ipwu
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BO3JICUCTBUM YNbTPa(PHOIETOBOrO H3IydeHUs: KonuuecTBo saypuHoBoid KK Bo
¢roame Brassica napus ysennunBaaoch B oquHHAAIATh pa3 (Madey et al., 2002).

[loce  OKMCIAMTENBHOTO  CTpecca  BO3pacTalio  TakXke  KOJIMYECTBO
nenTaiekanoBor kucioTel (C15:0) (Ha 31%). )KupHble KUCIOTHI C HEYETHOM IENBIO
PEIKO BCTPEUAIOTCS B OMOJOTUYECKUX CUCTEMaxX M 00pa3yrorcs mpu o-okucienun Cy
XupHBIX Kucior (Hamberg et al., 1999). UsBecTHO, 4YTO O-IHOKCUICHA3a,
KaTaJIu3upPyeT TEPBYIO CTaIUI0 O-OKUCIECHUS U CHOCOOCTBYeT OOpa30BaHUIO
nentagekanosoi KK u3 mansmurunosoii XKK (Sanz et al., 1998).

KomunuectBo nansmutunoBoit KK (C16:0) yBenuunnocs Ha 12% OT KOHTpOIIS
nocjiie  OKuciauTenabHoro BozaelcTBus. I[lampmutuHoBas XK B OCHOBHOM
npeoOjialaéT B COCTABE BBICOKOIMOJISIPHBIX JIMIHJAOB, KOTOPbIE MOTYT OBITh
MPUPABHEHBI K aHHYJSAPHBIM JUNHAaM (OHU 0oJiee YIOpsSI0UYeHbI, MEHEE TTOABUKHBI,
UMEIOT B COCTaBe OoJjiee HACBIIMICHHBIC KUPHBIC KHUCIOTHI W BBIICISIOTCS U3
MeMOpaHbl BMecTe ¢ OenkoM). be3 HUX HEBO3MOXKHO (DYHKIIMOHHPOBAHUE MHOTHX
depmenTHbix cucteMm. Conepkanue nanbMuTuHOBOM JKK 3HAauMTENBHO BO3pacTaso
IpU XOJIOJOBOM CTpecce B MEMOpaHHBIX JHUMHAAX MHUTOXOHIPUN MPOPOCTKOB
Triticum aestivum (Bepemarua u ap., 1985). MemOpanbl 00jiee COICYCTOMYUBBIX
pacTeHHU BKJIIOYAIOT B cocTaB BXoasamux B Hux DJI ropasmo 6onwsime HXK, u, B
YaCTHOCTH, NAUTBbMUTHHOBYIO KK, 4TO sIBIAETCA, ITO-BUAUMOMY, 3aAIIUTHON PEaKIUEH
Ha coneBoit cTpecc (PKykos, 2015). Ilpu BIMSHUM HU3KOMHTEHCUBHOTO J1a3€pPHOTO
M3JIYYCHUS, CXOJHOTO C BO3JCHCTBHEM JIIOOOTO JIPYyroro abMOTHYECKOTO cTpeccopa,
Ha KaJUTyCHble TKaHHW Triticum aestivum ObLIO OTMEUEHO YBEIMUYCHUE JIOJH
naneMutHOBOM XK (Hdymapea u ap., 2014). B oTBeT Ha BBICOKYIO TeMIepaTypy
(34°C) nmpomcxommino Hebonpmoe yBenawueHue mambMuTHHOBOH KK w B
BakyoJIsIpHBIX MeMmOpanax Kalanchoé daigremontiana (ma 11%) (Behzadipour et al.,
1998), a Takxe B ToHOMIacTe Ananas comosus u Kalanchoé pinnata (sa 11% u 8%,
cootBeTcTBeHHO) (Lin et al., 2008).

[Ipr OKHCIMTENPHOM CTPECCOBOM BO3JIEMCTBUU COJEPKAHUE CTECAPUHOBOM

kuciotel (C18:0) cHusminoch. YMenbenue (B 2 paza) koiaudectsa creapuaoBoi KK
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OBUIO OTMEYECHO Y KOPHEW W KOJCONTHJICH STHOIMPOBAHHBIX MPOPOCTKOB Triticum
aestivum u Zea mays, BeIpalieHHBIX TIpu HU3KOW Temnepatype (4 °C) (MakapeHko u
ap., 2010). Cumwxenue creapuHoBoid KK ObLI0 3aperucTpupoBaHO NMpU BIUSHHUH
HU3KOMHTEHCHBHOT'O JIA3EPHOTO M3JIYYCHHUS HA KaJUTyCHbIC TKaHUW Triticum aestivum
(Hdynapesa u np., 2014). 3HauntenpHOe YMEHbBIIEHUE cojiepaHus creapuHoBoi KK
TaKke OTMeueHO W B ToHorwiacte Kalanchoé pinnata mpu Bo3melcTBUEM BBICOKOM
Temreparypsi (B 2 pasa) (Lin et al., 2008).

Cpenn HHXK konnyecTBeHHBIC H3MEHEHHS MPOMCXOIMIM B OCHOBHOM C
nansmutonaenHoBot XK (C16:1) — conmepxanue yBenuuuBasioch Ha 30% u
murosneBor KK (C18:2(n-6)) — conepkanue cHmxkanoch Ha 7,4%. Ilpu 3aconeHuu
KosudecTBO mnanbMutoienHoBoi KK B mucthax Artemisia annua cyiiecTBeHHO
yBennuuBasioch (Ha 186%) (Qureshi et al., 2013). DOkcmpeccus ApoOKKEBOM
(Saccharomyces cerevisiae) A-9-necatypasbl xupHbIX kuciaoT B Nicotiana tabacum
yBennuuBaia kojudectBo mnanpMmurosennoBoir KK (Polashock et al., 1992).
JIunuaHBIA aHAU3 TIOKa3ajl, YTO W30BITOYHOE MPOAYIIMPOBAHNE TAIEMUATOJICHHOBOM
XK Brimtouaercss B OOJBITMHCTBO OCHOBHBIX KJIACCOB IMOJIAPHBIX JIUMUAOB, BKITFOUYAs
[IUTOTUIA3MATHYECKYIO «9YKapHOTHIECKYIO» dpakiuro XJIOPOTUTACTHBIX
ruKoruiepomnuaoB. OQHAKO B BaKyoJISIpHBIX MeMOpaHax Ananas COmosus u
Kalanchoé pinnata mpu  BBICOKOTEMIIEPAaTYPHOM  CTpecC€  KOJIHYECTBO
nanpmuTonenHoBoir KK pesko cumxamocs (B 7 m 11 pa3) (Lin et al.,, 2008).
[TomaBieHMe SKCIPECCUH T'EHOB MATATHH-TIOJMOOHBIX OCJNKOB y pacteHuit GOSsypium
hirsutum mocienoBaTeIBHO CHIDKAIO HakoruieHue nuHoJaeBod KK (18:2) m a-
munoneHoBou KK (18:3), momapmsiio OMOCHHTE3 )KaCMOHATOB U 3alUTHBIC PEaKITUH,
orocpenoBannbie xacMonatom (Zhu et al., 2021). B BakyossspHBIX MeMOpaHax
Kalanchoé daigremontiana w mnpu BBICOKMX, W TPH HU3KUX TEMIIEpaTypax
npoucxoamwio cHmwkeHue ymHoiieBod KK (B 1,5 pasa) (Behzadipour et al., 1998).
Jlpyras kaptuHa HaOmronmanach B ToHormiacte Kalanchoé pinnata — kommuectBo

nuHoneBoit KK Bo3pactano Ha 65,7% mpu BIMSHUM BBICOKMX HOYHBIX TEMIIEPATYP

(Lin et al., 2008).
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B Hamux sKcnepuMeHTax, MpU CTPECCOBOM BO3JIEWCTBUM HA BAKYOJSPHYIO
MeMmOpany, cymmapubie konuuectBa HXXK u HHXK craructuuecku 3Haummo He
m3Mensuinchb.  YBenumuenue HOKK MemOpaHHBIX JMNUIOB BIMSET Ha TaKOM
MoKa3aresb, KaK MHUKpPOBS3KOCTb, M JenaeT MeMmOpaHy MeHee snacTuyHou. Tak,
HalpuMep, 3TOT MPOLECC MPHU 3aCOJICHUU BBI3BIBACT aAJAaNTAMOHHBIA 3(P(PEKT
CHIDKCHHS ITPOHUIIaeMocT MeMOpaH a1t monos Hatpus (Wu et al., 1998). 13sectHo,
yro HXXK MeHee 4yBCTBUTENBbHBI K OKHUCIUTEIbHOMY MOBPEXACHHUIO, M 3alllUTa OT
ATOr0 MOBPEKEHUS )KUBOTHBIX TKaHEH CBsi3aHa ¢ MOBbIIEHUEM HachieHHocTH KK
aununos (Portero-Otin et al., 2001).

[Ipu u3ydyenun ¢GocdoaunuaoB, OCHOBHOTO Kilacca MEMOpPAaHHBIX JUIHUIOB,
OBLJIO YCTAHOBJIEHO, YTO MPEoOIaAAIONMMHU JIMITUIAMHA B TOHOIUIACTE KOPHEILJIOI0B
Beta vulgaris 6sutn pochatuamixonunsl u pocharuauadTaHoIaMuHbl (puc. 16).
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Puc. 16. Conepsxanue pochoaunumaoB B TOHOIUIACTE KOPHETUIO 0B Beta
vulgaris B ycioBHSIX OKHCIUTEIBHOTO CTpecca

Ipumeuanue: N=5. Me, mnaHkaMu norpemHocTeil npeacrasieHsl 25% u 75% NpoLeHTHIH.
* — 3HAUMMOCTh pa3In4Mi paccunTana ¢ nomouibio U-kpurepus ManHa—YUTHU. Paznuuus Mexy
HKCIEPUMEHTATbHBIMHU JAHHBIMHM CUMTAIM CTATUCTUUYECKH 3HAYUMBIMU 1TpH p<0,05.

Ilocne oxucauTeapHOTO BO3JAeHCcTBUA KoimyecTBO PO um PK cHIDKAIOCEH.

BeposiTHO, cHUXEHHME COJep)KaHUs DTHUX JHUIIHWJOB CBS3aHO CO CTaOMIM3aIen
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MEMOpPaHHOTO OMCIIOA, TaK KaK OHU MMEIOT MaJIyI0 FOJIOBHYIO IPYIILY U IO CTPOCHUIO
MOXOKM Ha YCEYCHHBIH KOHYC, BBI3bIBas Je(HOPMAIAIO OTPUIATCIBHON KPHBHU3HBI.
CornacHO MMEIOIIUMCS JTAHHBIM, 3TOT MEPEXOJ BIMSICT HAa TaKHe XapaKTCPUCTHKHU
MeMOpaHbl, KaK MPOHUIIAEMOCTh U MHUKPOBS3KOCTh. B mmctesax Triticum aestivum
MpU TEIUIOBOM cTpecce cojiepkanne DD TOke CHUKAIOCh, HO TPU MPOBEACHUU
OIBITOB Ha H30JMPOBAHHBIX MeMOpaHaX, Pe3yJabTaThl OBbLIM MPOTHBOIIOJIOKHBIMHU
(Narayanan et al., 2016). Tak, oTmeueHo yBenuueHHe cojaepxkanus DD cpeau
JIUIIUI0B J1a3MaTUUeCKON MeMOpaHbI u3 KOpHEH Avena sativa,
aKKIUMaTH3UpoBaHHbIX K Jedunuty Boasl (Norberg and Lijenberg, 1991).
CyllecTBEHHOE  MOBBICHJIOCH  KONM4YecTBO DD mpu  BBICOKOTEMIIEPATYPHOM
CTPECCOBOM BO3JCHCTBMM BO (pakiuu MeMOpaHHbIX JumnuaoB Poa pratensis,
YCTOMYMBBIX K OJTOMY TeMmiepaTypHoMy BoszaciictBuio. Coaepkanune DD He
MU3MEHSAJIOCh B PACTCHHUSX, KOTOpPbIE HE HMEIM YCTOMYMBOCTH K skape. ITostomy
aBTOPBI JTHUX WCCICIOBAHUA TPEIOKWIA WCIOIh30BaTh IUHAMHUKY HW3MEHEHUS
conepkanusi @D Kak MOTCHIMAIBHBIM OMOMapKep Ha YCTOMYMBOCTHh K TEILUIOBOMY
ctpeccy (Su et al., 2009).

KommuectBennsle m3meHennss PK mpu crpeccax daimme BCEro CBS3aHBI C
YBEIIMYCHUEM €€ COJECP)KaHUs B CBSA3M C YYacTHEM B KIETOYHOM CHUTHaJHMHTE. Tak,
Hanpumep, coaepxkanne MK Bospacrano mpu Hu3kux Temmeparypax (Arisz et al.,
2013) 3acomenuun (McLeoughlin et al., 2013), moBpexaeHUAX, 3aMOPO3KaxX U IPYIHX
BujoB crpecca (Okazaki and Saito, 2014). Ilociie HE3KOTEMITEpaTypHOU 00pabOTKH
conepxkanne OK B muctesax Arabidopsis thaliana yeBenwumioch B nmecsts pa3, HO B
ATUX IKcrepuMeHTax coaepxanue ®K B KoHTpoapHBIX pacTeHusx O0bu10 Beero 0,7%
ot cyMMbl Bcex @JI B oTnmmume ot Hamux pesynbrato (17,8%) (Welti et al., 2002).

CornacHo nauTepaTypHbIM JAaHHbBIM, oTHomeHne @®X k @D oueHuBaet
TEKYUYEeCTh, IIEJIOCTHOCTh MEMOpaHbl M MOXKET U3MEHSATHCS Tpu cTpeccax (de Vries et
al., 2004; Wu et al., 2020). CootHomenune ®X/®D B TOHOILUIACTE IIOCIE
OKHCITUTEIIBHOTO CTpecca yMeHbIIaioch Ha 6,8% (Tabin. 5). CTOUT Takke OTMETHTH

orcyrcTtBre PC NOCHE OKUCIUTEIBHOTO CTpecca.
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Taoauna 5
Otnomenue ®X/DI cpenu DJI, ornomenue AU AT/ MI AL cpenu T'J1 u

OTHOIIIEHHE CTUTMACTEPUH/B-CUTOCTEPUH B CTEpUHAX BaKyOJIsIpHO MeMOpaHbl Beta

vulgaris mpu OKUCITUTETBHOM, THIIEP- U THITIOOCMOTHYECKOM CTpeccax

OTHOLICHHE Koutpoas 1 Oxwucaur. KonTpo.s 2 I'mnepocmor. | 'mmoocmor.
cTpecc cTpecc cTpecc
OX/DD 1,03 0,96 1,02 0,65 1,07
AT AT/ ML AT 0,25 0,67 0,62 0,46 0,83
CTurMacteph/ | g gy 0,16 0,1 0,15 0,13
B-cutocTepUH

Pe3ynbTaThl HAIIMX OMBITOB MOKA3aJId, YTO TIPH OKUCIUTEIBHOM BO3JICHCTBHU
CyMMapHOE COJICp)KaHWE TJIMKOTIHUIICPOJIUIIUIOB B BaKyoJIIpHOH MemOpaHe Beta
vulgaris ysenuumnoce mnoutn Ha 75% (puc. 17). CyluecTBEeHHOE YBEIMYCHUE
comepkanusi ['JI ObUIO OTMEYEHO W TIPU COJEBOM CTPECCE€ CPEAM JIMITHJIOB
IUIa3MaTHYeCKo MeMOpaHbl M3 KaurycoB ranodura Spartina patens (Wu et al.,
2005) 1 y MeMOpaH XJIOpOILIaCTOB U3 pa3HbIX TKaHe# Zea mays (Omoto et al., 2016).

[Ipy OKHCIHUTENTHHOM CTpEcCe OTMEYaJOCh PE3KOE IOBBIIICHHE KOJIMYECTBA
AUAT (ma 246,7% oT KOHTpoJibHOrOo BapuaHTa). llpu apyrux cTpeccoBbIX
Bo3aeucTBUAX coaepxkanue JI'JII' Ttakxke Bo3pacrtano. Hampumep, yposens I’
BO3pacTall IPU CTPECCE B PA3HBIX COPTaX TPABSIHUCTHIX PACTCHHM, OTIMYAIOIIUXCS
[0 YCTOMYMBOCTH K BBICOKOTEMIIEPATYPHBIM BO3IACUCTBHUSIM. MaKCHMaJbHBIM POCT
konudectBa JII'JII' Habmromasicst y pacteHuid ¢ 0ojiee BBICOKOM YCTOMYHMBOCTBIO K
ctpeccy (Su et al.,, 2009). Dtu pe3ynbTaThl COTIACYIOTCS C BBIBOJAMH JIPYTHX
UCCIeIoBaTeNe, KOTOpble OOHAPYKWJIM, YTO TPH TOBBIMICHUH TEMIEPATYPHI
yBenauunBaeTcs conmepskanue JIIJII (Di Baccio et al.,, 2002; Chen et al., 2006).
Kommaectro JAI'/II' moBeimanock u B ToHOIutacte Kalanchoe daigremontiana mpwu
Bo3felicTBuM BBICOKHX Temrepatyp (Behzadipour et al., 1998). Ho He Tombko
TEMIIEPAaTYpPHBIA CTPECC BbI3bIBACT MOBbIMIeHNE conepxkanus AI'II, HO u ctpecc,

BBI3BAHHBIN 3aCyXOH, NIpUBOAWI K yBenunueHuto konudectsa AU Ilpu n3yuenun
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JWHAMUKY JIMIUAIHOTO COCTaBa TWJIAKOWAOB MpOpocTkoB Triticum durum naByx
copToB (YCTOMUMBOTO M HEYCTOMUMBOTO K 3acyxe), coaepxkanue AT
yBeIn4YuBaJIoch Ha 6% y HeycToHuuBoro copra u Ha 11% y ycroitunBoro (Quartacci
et al., 1995). Ilpu pa3HbIX YypOBHSAX 00€3BOKMBAHUS KJIETOYHBIX MEMOpaH JIMCThEB
Arabidopsis thaliana xonmunuecteo AT AT yBenwmuunnock ¢ 16,2 o 20,7% (Gigon et al.,
2004). 3nauyutenvHoe mnoBbimeHue coaepxkanus AU (ma 51%) Ttaxxke ObUIO
MOKa3aHO MPH M3YYCHHH JUHAMUKKA u3MeHenus ymnuaos Arabidopsis thaliana npu
HuzkoTeMieparypaom ctpecce (4 °C) um npu 3akanuBanuu (Welti et al., 2002).
Onnako B cllydae COJIEBOTO CTpecca B XJIOPOIUIACTHBIX MeMOpaHax KJIETOK
Me3odumta Zea mays ypoenb AI'JII' He oTiauyayncs OT TaKOBOTO B KOHTPOJHHOM
Bapuante (Omoto et al., 2016). CormacHo HcceI0BaHUSAM, TOCBSIIEHHBIM THHAMHUKE
JAU'JAT", moBeiienue cojaepskanusi 3toro I'JI cBA3aHO cO cTabMIM3aMe JTUTTHHOTO

oucnos (Narayanan et al., 2015).

0.16
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Puc. 17. ConepxaHue TIMKOTIULIEPOIUIUI0B B TOHOIUIACTE KOPHEIIOI0B

Beta vulgaris B ycJIOBUSX OKHCITUTEIIEHOTO CTpecca

IIpumeuanue: n=5. Me, IIIaHKaMu MOTPEIIHOCTEN MpencTaBieHbl 25% u 75% NpoueHTHIIN.
* — HanM4KMe 3HAYMMBIX Pa3IM4yuil, 3HAUMMOCTh pa3IMuYMil paccuutaHa ¢ nomouibio U-KpUTepus
Manna—-YuTHu. Pazmmuuss Mexnay SKCHEpUMEHTAIBHBIMM JAHHBIMH CUUTAIA CTATUCTUYECKH
3HauuMbIMu 1pu p<0,05.

Kak u otHomenune ®X k ®D mokazarens JI'JAI/MIAI" yacto mcmonb3yeTcs

AJIA OOCHKH CTPECCOBOIO BOSI[CI;'ICTBPIH K aaaliTalilMOHHBIX BO3MOKHOCTEH MCM6paHBI.
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IIpu oxucnutensHom BozaevictBun JUJI/MI'ZIIC B nBa ¢ mMOIOBMHOM pasa
Bo3pactaso  (tabm.  5). JlaHHBIH = TOKa3aTedb ~ YBEIMYMBAICA W TPH
BBICOKOTEMIIEPATYPHOM CTpECcCE, 4YTO, [0 MHEHHUIO aBTOpa, CIOCOOCTBOBAJIO
yBeIMYCHHUIO Tekydectn MemOpan (Pham-Thi et al., 1987). B pasHbix Buaax
TPaBSIHUCTHIX pacTeHuil, OTJINYAIOIIHNXCS 1o YCTOMYUBOCTH K
BBICOKOTEMIIEPATYPHBIM BO3JICCTBUAM BO BCEX BapHUAHTaX OMBITA MPU MEPEXOAE OT
ONTUMAJIBHOM TeMImepaTrypbel K cTpeccoBod coorHomenne AU x MIAD
yBEIUYUBAJIOCh MouTd B JBa pa3a (ot 0,59 no 1,11) y ycToH4YuBBIX K CTpeccy
pacTeHuil. Y HEyCTOMYMBBIX TOXKE YBEIMYUBAIOCH, HO MeHee cymiecTBeHHO (oT 0,64
no 0,77). Oti pe3ynbTaThl COrIACyOTCS C pe3yJbTaTaMU JPYTUX HCCIEIOBATENECH,
KOTOpble Takxke ToKkazanu, uro oTHomeHue JIJIT/MI'ZII’ npu mnoBblieHUN
Temnepatypsl yBenuuusaiock (Di Baccio et al., 2002; Chen et al., 2006; Wang and
Lin, 2006). ITpu u3y4yeHun BIUSHUS KOMOMHHPOBAHHOI'O CTpecca O30H + 3acyxa Ha
MeMOpaHHbIe JTMITUBI IBYX copToB Vigna unguiculata, y 6osiee ycTol4nBOro copra B
oTBeT Ha ctpecc Takxke otHomenue AU AT/MIIIT yBeanunBanoch (Reboucas et al.,
2017).

OdeHb WHTEPECHBIE PE3YIbTAThl OBUIM TMOJYYEHBI MPU U3YYECHUH IUHAMUKH
CTEpUHOB TOHOIUJIaCTa TMPU CTPECCOBBIX Bo3aeicTBusX. Ha pucynke 18
IPEACTaBICHbl U3MEHEHHSI CTEPUHOB, KOTOPBIE MPOU3OLLUIN MOCIE OKUCIUTEIBHOIO
crtpecca. KomnuecTBO KaXIOro HU3y4yaeMOro CTE€pUHA YBEIMYHMBAJIOCh, KaK H
OTHOIIIEHUE CTUTMAacTeprHa K -curoctepuny (Tadi. 5). CTepuHBI BIUSIOT HE TOJIBKO
Ha TeKy4ecTh W TpoHHUIaemocth MemOpanbl (Mongrand et al., 2004), Ho u Ha
IUIOTHOCTh YHAKOBKHU JIPYTHX JIUNMHUAOB. Tak, CTEpUHBI MOTYT B3aUMOJIEUCTBOBATH C
HACBIIICHHBIMU aNKWIbHBIMU 1emssMu DPJI 1 chuHrONMMMUIOB, OrpaHUYMBasT HX
nonBmwxkHOCTE (Schuler et al., 1991). CymmapHOe conepkaHuEe CTEPHHOB B HAIIMX
AKCHEPUMEHTAX CYIIECTBEHHO TOBBIIAJIOCH TPU  OKUCIUTEIBHOM  CTpEcCeE.
VYBenuueHne colep)KaHus CTEPHHOB B MeMmOpaHax mpu crpecce (OCOOCHHO Y
MeMOpaH 0ojiee CTPecCOyCTOMYMBBIX COpPTOB PACTEHHI) MO CPaBHEHHUIO C

HEYCTOWYMBBIMH HEOJHOKPATHO OBLIO IMOKa3aHO pa3HbIMU HcciemoBaTessimu (Bohn

73



et al.,, 2007, Kumar et al., 2015). CornacHo JuTepaTypHBIM JTaHHBIM, YBEIUYCHUE
COJICPKAHHSI CTEPUHOB MOXKET TMPHUBOJUTH K CHIDKCHUIO TEKYy4eCTH MEMOpPaHbI
(Kumar et al., 2015). [Ipu OKHUCIUTETFHOM CTPECCE CHMKCHHUE TEKY4eCTH MeMOpaH
MOXET OBITh CBA3aHO C 3allyCKOM 3all[MTHBIX MEXAaHH3MOB U SIBIISATHCS BaXKHBIM
dakTopoM (GOPMHUpPOBAHUS CTPECCOBOrO OTBETAa. YBEIWYEHHE B MeMOpaHe
COJIEp>KaHMsI CTEPUHOB (OCOOCHHO XOJIECTEpPHUHA) CIOCOOCTBYET YBEIUYCHUIO €€
xectkoctu (Van Blitterswijkay et al., 1981), yro momoraer orpaHnuuBaTh (a3oBbIH

nepexo]i B HEOUCIIOWHOE COCTOSIHUE TPH BBICOKOW Temmepatype (Muramatsu et al.,

2000).

15 - *

" O KonTpones B OKHCIHT. cTpecc

1073 MKr/r cyxoro Beca

*
0 ’_-_\-|

Xoaecrepars Kampecrepma Ctarmactepus B-CHTOCTepHH Y. CT

Puc. 18. ConeprxaHue cTeprHHOB B TOHOILIACTE KOopHerutonoB Beta vulgaris B
YCJIOBHUSIX OKHUCIIUTEIIBHOI'O CTpecca
Ilpumeuanue: n=5. Me, Tu1laHkaMu NorpemHocTel npeactasiaeHsl 25% u 75% npoueHTuiu.
* — HanM4KMe 3HAYMMBIX Pa3IM4Mii, 3HAUUMOCTh Pa3IM4YMil paccuuTaHa ¢ mMomoibio U-KpuTepus
ManHa—YuTHu. Pa3nuuus Mexay OSKCIEepUMEHTANbHBIMM JAHHBIMU CYMTAIM CTATHCTUYECKU
3HauuMbIMu 1pu p<0,05.
NHTEHCUBHO YBEIMYUBAIOCH U COAEPKAHHUE [-CUTOCTEpHHA M CTUTMAacTEepUHA,

Ha 92% u Ha 113% coorBercTBeHHO. M3BEeCTHO, UTO [-CHTOCTEpUH O0O0Ja7aeT

BBICOKOM aHTHOKCcUAaHTHOM akTUBHOCTHIO (Hidayathulla et al., 2018), a konuuecTBO
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CTHTMACTepUHA YBCIIMYUBACTCS TPU BCEX CTPECCOBBIX Bo3naehcTBUsAX (BamutoBa m
ap., 2016). 1 He ciydailHO TpU OKUCIUTEIBHOM CTPECCE Mbl BUIUM YBEIUUYCHHE
MMEHHO 3THUX CTEPUHOB, MOCKOJIbKY OHM MOTYT MPUHUMATh y4acTHUE B 3alllUTe
MeMOpaHbl OT OKUCIUTEIBLHOTO CTpecca.

[ToBbIlIIeHNE CONlepKaHUS BCEX CTEPUHOB MPHU OKUCIUTEIBHOM CTPECCE MOXKET
TaK’K€ CHOCOOCTBOBAaTH 00pa30BaHUIO padTOBBIX CTPYKTYp, KOTOpbIE ObUIH
oOHapyxeHbl U B BakyosisipHoi MemOpane (Ozolina et al., 2013). M3BecTHO, uTO
padThl PEACTaBIAIOT COO0M TIATPOPMBI, COJEPIKAIINE PEIETITOPHI, YIACTBYIOIINE B
NyTSX Mepelayd CUTHAJIOB M PEryJUPYIONMe aKTHBHOCTh MHOTHMX MEMOpPaHHBIX
OCJIKOB, HaAmpUMEp, aKBAallOPUHOB, TO €CTh OCJIKOB, O0ECHEUYMBAIOIINX BOJHYIO
nponumaemocts MemoOpan (Koffman et al., 2015). PadroBsie cTpyKTypbl, Kpome
TOrO, MPEACTABIAIOT CO00M OCHOBY MeMOpaHHBIX KoHTakToB (Fujimoto et al., 2012).
[To HameMy MHEHHIO, MEMOpPaHHBIE KOHTAKThl MEXK]Iy TOHOILUIACTOM M MeMOpaHaMH
MNOBPEXKIEHHBIX  OpraHell  MOryT  (OpMHUPOBATHCS  JOMOJHHUTENIBHO  H3-3a
MOBBIIIEHHOM ayTo(daruu, BEI3BAHHON OKUCIUTEIBHBIM CTPECCOM.

Takum oOpazoM, NpU OKUCIUTEIHHOM CTPECCOBOM BO3JIEUCTBHM OOIIIee
KOJIMYECTRO JIMIHA/IOB BaKyoJsIpHOI MeMOpanbl Beta vulgaris camkanocs B 1Ba pasa.
CyuiecTBeHHbIE U3MEHEHUS B KUPHOKHUCIOTHOM COCTaBE JHUMHUAOB OBLIM OTMEUEHBI
g koporkouenoyeunbix HIKK. KommuecTtBo naypuHOBOM, NaaibMUTHHOBOW, H
neHTagexkanoBo JKK 3HaunTenbHO yBENIMYMBAIOCh, a cojiepxkanue creapuHoBor KK
yMeHbIanock. Cpeay MOJSPHBIX JUMUIOB KoiauuecTBO @D u PK cHmxkanoch, a
comepxkanne JI'JII' yBenuuuBamoch B TpU C MNOJOBMHOM pa3a. Hawubonee
WHTEHCUBHBIE M3MEHEHUS MPOUCXOIUINM B COCTABE CTEPUHOB TOHOIUIACTa — BCE

KJIaCChbl CTCPHUHOB PC3KO BO3pacTalIu.

3.3. Bausinue runepocMOTHYECKOT0 CTPECCOBOT0 BO3/A€iiCTBUA HA JTUIIHIHBII

npouib TOHOIJIACTA

OO0miee KOMMYECTBO JIMMHIOB BaKyOJISIPHOW MEMOpaHbl YMEHBIIWIOCH Ha
41,8% OT KOHTPOJS TOCJIE THIMEPOCMOTHYECKOTO CTPECCOBOIO BO3JAEUCTBHUS (pHUC.
19). Tlpu cuiapHOW 3acyXe y 4YYBCTBHUTEIBHOTO M yCTOHYHMBOTO coproB Vigna
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unguiculata pesko cHmxkaioch coaepkanue cymmapHsix jgunuaoB (De Paula et al.,

1990).
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Puc. 19. Coaeprkanne CyMMapHBIX JUITHI0B B TOHOILIACTE KOpHEILT00B Beta
vulgaris B yc10BHSIX THIIEPOCMOTHYECKOI'O CTpecca

Ipumeyanue: n=5. Me, nnaHkaMu norpemrHocTeil nmpeacrasieHsl 25% u 75% MpOLEHTUIIH.
* — Hamu4Me 3HAYUMBIX pa3iIu4uii, 3HAYMMOCTh pa3IU4Mi paccuuTaHa ¢ nomoinbio H-kpurepus
Kpackena-Yonnuca. [locnenyromee cpaBHeHHe npoBoawiv no Merony JlanHa. Pazmuuus mexay
AKCIEPUMEHTAIBHBIMU JAHHBIMU CYUTAIU CTATUCTUYECKU 3HaYMMbIMHU 1pu p=<0,05.

JlaHHBIE 10  COJOEPNKAHUIO KUPHBIX KHCIOT JIMIIKAOB  TOHOIUIACTA
0OHapy>KEHHBIX MMOCJEe TUIIEPOCMOTUYECKOTO BO3/IEHCTBUS MPUBEIEHBI B TabmuIe 6.
Conepxanue gomuHupyronmx KK, takux kak guHoneBas (C18:2(n-6)) w
nanbMuTuHOBas (C16:0), HE U3MEHSIOCH PH CTPECCE.

HNutepecuple n3menenus mnpousonutn ¢ jaypuHoBoi XK (C12:0), xoropas
NOJIHOCThIO OTCYTCTBOBAJIa B TOHOILIACTE HECTPECCHPOBAHHBIX KOpHEIUI0A0B Beta
vulgaris. OHa mosIBHJIaCh TOJIBKO ITOCIIE CTPECCOBOTO Bo3icicTBus. Ilpu comeBom
ctpecce konmuectBO JaypuHoBo KK Bospactamo B 1mrazmMajieMme KaJTyCOB
Spartina patens (Wu et al., 2005). Cnemxyer Takke OTMETHUTh, YTO B JBa pasa
YBEIMYUBAJIOCHh KojqnuecTBO MupuctuHoBo (C14:0). MupuctunoBas XK wumeer
CPOACTBO K CyOBEIUHUIIAM HEKOTOPHIX OENTKOB, y4YaCTBYIOIIMX B CHUTHAJIUHTE.
N-MUPHCTOMIMPOBAHUE MOXKET BIUATH Ha KOH(DOPMAITMOHHYIO CTAOUILHOCTH OCIIKOB
(Qi et al., 2000; Qureshi et al., 2013). Kpome TOro, BBICOKOE COJIEpKaHUE

mupuctuHoBoil KK Obuio obHapyxkeHO B (pocPaTUAMIMHO3UTAX, KOTOPHIE TaKKe

YYacTBYIOT B CHTHAJIBHBIX Kackanax (Leondaritis and Galanopoulou, 2000). OnxHako

76



NPy BBICOKOTEMIIEPATYPHOM cTpecce B ToHormacte Ananas comosus u Kalanchoé

pinnata konmdectBo mupuctuHOBoOU JKK yMenbmmiocs moutu B Tpu pasa (Lin et al.,

2008).

Tab6auna 6

Bnusiaue THIIEPOCMOTHYCCKOIO CTpECCAa HA )I(I/IpHOKHCJIOTHBIfI COCTaB JIUIINAO0B

BaKyOJISIPHBIX MeMOpaH kopHerionoB Beta vulgaris, (% ot cymmsr XKK)

KupHble KHCJIOTHI

KonTtpousb

I'mnepocmor. cTpecc

C12:0, naypunoBas

0,17 [0,16; 0,18]

C14:0, mupuctuHoBas

0,32 [0,3; 0,34]

0,68 [0,59; 1,21] *

C15:0, nenragexkanoBas

1,04 [0,97; 1,06]

1,11 [1,05; 1,16]

C16:0, maapMuTHHOBASA

29,53 [29,39; 31,54]

31,58 [31,32; 34,08]

C16:1, maapMHUTOJIENHOBAS

0,8 [0,72; 0,81]

0,93 [0,84; 1,05]

C17:0, maprapunoBas

0,24 [0,24; 0,25]

0,87 [0,6; 1,81]

C18:0, creapuHoOBas

0,92 [0,9; 0,95]

2,63 [2,19; 9,43] *

C18:1(n-9), onennoBas

23,01 [22,9; 23,21]

21,18 [18,85; 21,38] *

C18:1(n-7), uuc-BakieHOBas

0,93 [0,87; 1,02]

0,98 [0,96; 1,09]

C18:2(n-6), muHoaeBas

39,97 [37,95; 40,08]

36,27 [29,33; 36,61]

C18:3(n-3), munoaeHOBast

2,77 [2,52; 2,9]

1,97 [1,92; 2,42]

C20:1(n-11), ragoneHoBast

0,39 [0,36; 0,39]

0,33 [0,30; 0,42]

C22:0, OerenoBas

0,21 [0,19; 0,24]

0,33 [0,30; 0,35]

UJC 1,14 [1,089; 1,14] | 1,03 [0,94; 1,07]
THKK 32,16 [31,99; 34,32] | 37,58 [36,19; 42,45]
YHHKK 67,84 [65,68; 68,01] | 62,42 [57,55; 63,81]
THHKK/ZHKK 2,11 [1,93; 2,13] 1,66 [1,43; 1,76]

Ipumeuanue: n=5. Me [25%;75%]. * — Hanuuue 3HAYUMBIX pA3UYHA, 3HAYUMOCTD
pasnuumii paccuntaHa ¢ nomoursio H-kputepus Kpackena-Yomnmmca. [locnenyromiee cpaBHeHHE
npoBojuin no Mmerony CrbropeHTa-Hpiomena-Keynca. Paznuuus Mexay sKcrepUMEHTalbHBIMU
JAHHBIMM CUMTAJIN CTATUCTHUYECKH 3HAYMMbIMU 11pu p<0,05.

[Toutn B Tpu paza moBwicwiioch conepkanue creapuHoBoir KK (C18:0) B

TOHOILTIACTC IIOCJIC CTPECCa M Ha BOCCMb IIPOLOCHTOB IIOHU3WIOCH KOJHUYCCTBO
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onennoBoi KK (C18:1(n-9)). Jlecatyparus creapunoBoit KK mo onennoBoit XK,
Katanuzupyemasa creapoun-Allb-necatypa3zoi, SBIA€TCSA OJHOW W3 KIKOYEBBIX
peakuuii B nytu OuocuHTe3a KK, koropas ompepenser cootHomenne HXKK wu
HHXK (Zhao et al., 2015). Myranus B rene ssi2/fab2 Arabidopsis thaliana,
KOTOpbli  koaupyeT  creapomn-Allb-necatypasy, mnpuBoawiia K  CHUKEHHIO
konuyecTBa 0ieHOBOM JKK B MyTaHTHBIX pacTeHHSX, a TaKKe K KOHCTUTYTHUBHOMU
aktuBaiud NPR1-3aBUCHMBIX M -HE3aBUCHMBIX 3alIUTHBIX peakiuii (Kachroo et al.,
2003). Copnepxkanne creapuHoBoit JKK Bospacrajo B cocTaBe JIMITH/IOB
IUIa3MaTHYCCKUX MeMOpaH M MeMOpaH MHTOXOHApPHUM mpopocTkoB Pisum sativum
npu HepoctarouyHoM yBiaxHenuun (Kurawesa wu  gp., 2010). KommuectBo
creapuHoBor KK Takke CTaTUCTUYECKM 3HAYMMO IMOBBIIIAJIOCH IIPU CTPECCE,
BBI3BAHHOM 3aCOJICHHEM, W30BITKOM jKeJie3a, BO3JCHCTBUEM BBICOKHMX TEMIIEpaTyp U
IpY HEJOCTATOYHOM a30THOM IMHMTAaHUU B KyJIbType KiaeTok Haematococcus plunialis
(Lei et al., 2012). Ilpu BozmeiicTBuu BbICOKMX Temmeparyp Ha Kalanchoé
daigremontiana otmeuanoch yBenuueHue creapuHoBoit KK ¢ 5% mo 11% B
tonorutacte (Behzadipour et al., 1998). [Toka3zaHo, 4To MPOU3BOJACTBO OKCH/IA a30Ta B
PaCTEHHUSIX PETYJUPYETCS 4YEpe3 OJIEMHOBYIO KHUCIOTy. CHUXKEHUE KOJIMYeCTBa
OJICMHOBOM KHCIIOTHI 32 CUET T€HETUYECKOW MYTAIIMM B CUHTE3UPYIOIIEM OJIEMHOBYIO
KHUCIIOTY TeHe, WHIyIupoBaso HakoruieHue okcuma azota u NOAIL, koropsrii
Katanusupyer okucienne aszora (Mandal et al, 2012). B otBer Ha
BBICOKOTEMIIEPATYPHBIN CTpecc conepkanue ojenHoBor KK pe3ko moHmxanoceh B
toHorutacte Kalanchoé pinnata (Lin et al., 2008).

O6mee conmepxanune DJI cymectBeHHo cHmwkanoch (Ha 45%) mocne
TUIIEPOCMOTHYECKOTO cTpeccoBoro Bo3zzaeicTBusa (puc. 20). IlogoOHbIE pe3ynbTaThl
ObLTM TONMyYeHbl W B JPYyrux wucciaenoBanusx. CylmecTBEHHO YMEHBIIAIOCh
konuyectBo DJI B ToOHOIIAcTe, BBIACICHHOM U3 JHCTheB Ananas CcoOmosus u
Kalanchoe pinnata npu Bo3aefictBuu Beicokux temmeparyp (Lin et al., 2008). IMocne
3aMOpPO3KOB TaKX€ YMEHBIIAJIOCh CyMMapHoe KoiuuecTBO MemOpaHHbIx DJI u3

muctbeB Coffea sp. (Campos et al., 2003).
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Puc. 20. Conepxanue $pochonunumaos B TOHOIUIACTE KOPHEII010B Beta
vulgaris B ycaoBHsIX THIIEPOCMOTHYECKOTO CTpecca

Ilpumeuanue: n=5. Me, TITaHKaM¥ TOTPEITHOCTEN mpeacTaBieHsl 25% u 75% mnponeHTuim.
* — HaJIM4HMe 3HAYMMBIX Pa3JIMUMi, 3HAYUMOCThH Pa3IMUMiA paccyuTaHa ¢ momoibio H-kpurepus
Kpackena-Yonnuca. Ilocnenyromee cpaBHenue mnpoBoguiau no Mmerony CreroneHta-HproMeHa-
Keynca. Pazmmuns MCXKIAY SKCIICPUMCHTAJIBHBIMH OAHHBIMH CUHUTAJIN CTAaTUCTHYCCKH 3HAYMMBIMU
nipu p=<0,05.

Opnnako He Bcerga cymmapHoe conepkanue memOpanubix ®JI mpu crpeccax
yMeHbIaaock. B ToHomnacte mmomgoB Ananas comosus nipu 10 °C conepkanue ®JI
CHIJKAJIOCh, a MPH IMOBBIIMICHUH Temieparypbl 10 25 °C mossimaiock (Zhou et al.,
2014). KoauuectBo PJI mnasmMaTtuyecKkux MeMOpaH IMPOpPOCTKOB Triticum aestivum
MOBBIIIAJIOCH TPU  HHU3KOTeMIepaTypHOM 3akanuBanuu (Bohn et al, 2007).
CymectBeHHO yBennuuBasioch conaepxanue ®JI B mnasmanemme u3 aucTheB Avena
sativa u Secale cereale mocie xomomoBoro 3akanmBanus (Uemura and Steponkus,
1994). Otmeueno yBenuuenue coaepxkanus O@JI u B miazmanemMme, BBIICICHHON U3
Kauryca raimoduroB Spartina patens, m oHO BoO3pacTaJio MO Mepe YCHICHUS
ctpeccoBoii Harpy3ku (Wu et al., 2005). 3HaunTEeIPHO YBEINYUBAIOCH KOJIHYECTBO

cymmapabix @JI B 1urazmasieMMe kopHed mpopoctkoB Anacardium occidentale

YYBCTBHUTCIBHBIX K  3aCOJICHHUIO. OI[HaKO B II1asMaTH4YCCKUX M€M6paHaX
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TOJICPAHTHBIX PACTEHUI HAOJIIOAAIOCh OTCYTCTBUE U3MEHEHUI B COJICPYKAHUM OOIIMX
®JI (Alvarez-Pizarro et al., 2009).

CTaTUCTHYECKU 3HAYMMBbIE pa3Iudus ObLIU BBIABICHBI U B copepxanuu OO u
®X, X KOJIMYECTBO CYIIECTBEHHO CHUXanoch (Ha 41,3 u Ha 63%, COOTBETCTBEHHO).
[Tomo0OHBIC pe3ynbTaThl OBUIH MOJYYCHBI B TOHOILIACTE ITOCIIC BO3CHCTBUS HU3KUX U
BhICOKMX TeMmriiepatyp Ha Kalanchoe daigremontiana, 4to aBTOpBHI CBSI3BIBAIN C
ONHUM U3 3JieMeHTOB ¢eHotunuueckon anantanuu (Behzadipour et al., 1998).
Cauxenne coaepxanus OX u DI, Ha 20 u 22% COOTBETCTBEHHO, NIpPHU
HU3KOTEMIIEpAaTypHOM cTpecce Oblio oOHapykeHo u y @JI ToHoIUIacTa,
BbIZIeNIeHHOTr0 M3 IutofoB Ananas comosus (Zhou et al., 2014; Zhang et al., 2015).
Wsmenenuss B comepkanuun DX MOryT OBITh CBSI3aHBI C  YBEJIHYCHHEM
dochonumasHoli aKTUBHOCTH, paHEe BBIABJICHHONW Ha BaKyoOJsIPHOH MemOpaHe
(Tavernier and Pugin, 1995). Ha MmemOpanax, BBIACIEHHBIX H3 JHUKOrO THIIA
Arabidopsis thaliana mocie HH3KOTEMIEpAaTypHOrO CTpecca, H3MEHCHHS B
COJIep)KaHUM MEeMOpaHHBIX JIMMHIOB TakXe OBUIM CBS3aHBI C TOBBIIICHHEM
JUIOIUTHYECKOM akTBHOCTH U ¢ ruaponuzom DJI (Welti et al., 2002).

CoorHomenne @OX/®D npH TUNEPOCMOTHUIECKOM CTPECCE CYIIECTBEHHO
cHmwkamoch — Ha 36% (tabm. 5). IlogoOHBIe pe3ynbTaThl OBUIM IOJTyYCHBI
MCCIICZIOBATEIISIMHU, KOTOPBIC MTPOBOIMIIN SKCIICPUMEHTHI Ha IIa3MajeMMe U3 KIIETOK
KopHeii Avena sativa: y He3akalleHHBIX pacTeHHit cooTHoIIeHHe DX/DD cocTaBsiio
1,1, a y 3akanemnbpix — 0,69 (Norberg and Lijenberg, 1991). CymecrBeHHO
CHIDKAJIOCh cooTHomeHne MX/DD cpean MUIUIOB TUTa3MaieMMbl KOpHeW Triticum
durum mpu BeIpamMBaHWM Ha Cpelax C M30BITOYHBIM conepkanueM meau ¢ 0,7 B
koHTposte o 0,3, To ecth Oombie, yem B nBa pasa (Berglund et al., 2002). TanHoe
COOTHOIIICHHE YMEHBIIAIOCh U B MeMOpaHax, BbIJICJICHHBIX U3 pacteHuid Arabidopsis
thaliana, moaBepruyteix xomomoBomy crpeccy (Welti et al., 2002). Tlo maHHBIM,
MOJTydEHHBIM Ha ITUTa3MaTHYSCKUX MEMOpaHaxX TPU COJEBOM CTpEecCe, CHHKCHUE
cootHouieHuss DX/DD cnocoOCTBOBAIIO MpOLIECCY AETUIpATALUU, YBEIHMUYCHUIO

IIPOHUIIACMOCTH MeM6paH H MOIUIO IIPHUBOAUTL K CTPCCCOBOMY IIOBPCKACHHIO
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MeMOpaH, HapyIICHUIO HUX IIEJIOCTHOCTH, BBI3BIBAJIO OOpa30BaHUE KaHAJOB, depe3
KOTOPBIC OCYIIECTBIISIICS TacCUBHBIN Tpancnopt Boxkl (Wu et al., 2005).

KomnuectBo @C cHmxkanocs Ha 33% mnocne crpecca. Takoe cHukeHue OC
MOXET OBbITh CBSI3aHO C YMEHBILICHHEM JiecTa0unu3aiuu oucioss memopansl. ®C, O
n OK omnpenensroT 3JeKTpOOTPHUIIATEIbHBIE CBOMCTBA MEMOPAHbI, KOTOPBIE, B CBOIO
ouepe/ib, PETYIHPYET KICTOYHYI) AaKTHBHOCTh IIyTEM HallpaBicHHS OCTKOB B
onpeneneHnyo oonacte MmeMOpansl (Platre et al., 2018). ®C nHeobxoaum B KauecTBe
KoakTopa I HECKOJBKUX BaXKHBIX (PEPMEHTOB, TaKMX Kak NpoTeuHkuHaza C u
Raf-1 xunHa3a, koTopbie y4acTBYIOT B curHaimbHbIX myTsx (Vance and Steenbergen,
2005). VY coseycTOHYMBOrO copTa ClIaaKoro Kaptodenas COJEBOM cTpecc
uHAynrpoBan HakoruieHune @®C, KOTOpbIE CHIKAIW CTApCHUE 3a CUET CHIDKCHUS
OTTOKa HMOHOB Kajus M TIOBBIIIEHHs akTuBHOCTH H™-AT®aspl miazMaTHYECKOM
memoOpansl (Yu et al., 2019).

Conepxxanne @K B ToHOMIACTE CTATUCTHYECKH 3HAYMMO YMEHBIIAIOCH MOCTE
TUIEPOCMOTHYECKOTO BO3/ecTBHs (puc. 20), KaK U MOCie OKUCIUTEIBHOIO CTpecca
(puc. 16). Cnenyetr otmeTuTh, 4yto @K sBIsSETCS HE TOJNBKO MPOAYKTOM THAPOIH3A,
HO U MaTepuaioM Jyuisi cuHTe3a apyrux OJI.

Pe3ynbraThl WCCIENOBaHWMN JUHAMUKA W3MEHEHMs1 coaepxkanus [JI B
TOHOIJIACTE TIOCJE TUIEPOCMOTHUYECKOTO BO3AeHcTBUS (puc. 21) mokazaium, 4YToO
konuuecteo MI'JII' m AI'ITT cymecTtBeHHO cHuxanuch, Ha 50% wu Ha 62%
COOTBETCTBEHHO. [locrme HU3KOTeMIepaTypHOTO BO3JCWUCTBHS U 3aKaJIMBaHUS
cymmapHoe kosnuectBO ['JI y pacrenuii ymensmanocs. Hanmpumep, B ToHOMIacre
Kalanchoé daigremontiana ormeuanock cHmwkenne u MIAL, u JATAI npu
HU3KOTeMIeparypHoi akknumatu3anuu (Behzadipour et al.,, 1998). V Triticum
aestivum B TedeHHE HH3KOTEMIICPATYpHOTO 3aKAJIMBAHUS TPU M3yYCHUH IWHAMUKH
JUNUIOB TJIa3MalieMMbI TaKXKE OTMEUEHO CHIDKeHue conepkanus [JI u yBenwueHnue
conepxanus @JI u crepunos (Bohn et al., 2007). Camxenne cymms ['JI, Be3BanHOE
HU3KUMHU TEeMIIepaTypaMu, HAOJFOIaIOCh TaKKe B MEMOpaHaxX TaKUX PACTCHHH Kak

Secale cereal, Avena sativa, Solanum species, Arabidopsis thaliana (Lynch and
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Steponkus, 1987; Palta et al., 1993; Uemura and Steponkus, 1994; Uemura et al.,
1995), Ho B kaxnaoMm cnydae, xoTs cymma [JI cHmxkamach, ObUIM OTMEUEHBI

Pa3SHOCTOPOHHHUEC USMCHCHUA B COACPIKaHNH MHANBHUAYAJIbHbBIX I'JL
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Puc. 21. Conepsxanve MIHMKOTIUIEPOTUITNAOB B TOHOIIACTE KOPHEIUIOI0B
Beta vulgaris B yciioBusiX THIIEpOCMOTHYECKOTO CTpecca

Ilpumeuanue: n=5. Me, TuIaHKaMu MOTPEIIHOCTEN npeacTaBiaeHsl 25% u 75% npoueHTuim.
* — HaJIM4HMe 3HAYMMBIX Pa3JIMUWi, 3HAYUMOCTH Pa3IMUMA pacCUMTaHa ¢ MmoMolibio H-kpurepus
Kpackena-Yonnuca. Ilocnenyromee cpaBHenue mnpoBoauiau no Mmerony CreroneHta-HproMeHa-
Keynca. Pazmmuns MCKAY SKCIICPUMCHTAJIBHBIMHU OAHHBIMH CUHUTAJIN CTaTUCTHYCCKH 3HAYMMBIMU
nipu p=<0,05.

N3menenus B TUMUAHOM Npoduiie 3HAUUTEIbHO 00Jiee BBIPAXKEHBI B PACTCHUIX
YCTOMYMBBIX K 00€3BOKHBaHHUIO, YeM y uyBcTBHTEnbHBIX (Gasulla et al., 2013).
Conepxxarne MI'JI[' B M30JIMPOBAaHHBIX THJIAKOMAAX MPOPOCTKOB Triticum durum
HEYCTOMYMBOTO cOpTa MOBBIMAIOCHh HAa 15%, a y ycToitunBoro cHuxkanoch Ha 20%
(Quartacci et al., 1995). TlogoOHbIe pe3ybTaThl OBUT MOJYYEHBI HA PA3HBIX BHIAX
TPaBSIHUCTHIX pacTeHuil, OTIINYAIOIINXCS o YCTOMYHUBOCTH K
BBICOKOTEMIIEPATYPHBIM BO3AEHCTBUSAM. Bo Bcex BapraHTax OMbITa MPU MEPEXOJIE€ OT
ONTUMAIBHOM TEMIIEpATypbl K cTpeccoBor coaepxkanne MI'JIIT cpenn nunupos,
AKCTPAarupoOBaHHBIX M3 JIUCTHEB, CYIIECTBEHHO yMeEHbIIanoch. [Ipuuem Haubonee

MHTEHCUBHO 3TOT MpoliecC ObLI BBIPAKEH Yy pacTeHUi, 001aaroluX MOBBIIICHHOU

YCTOMYMBOCTBIO K M3Yy4Ya€MOMY CTpPECCOBOMY BoO3JelcTBUIO. Takum oOpaszowm,
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UCCNeIOBAaTENM NPUILIA K 3aKJIIOYEHUIO, 4YTO 00Jieé WHTEHCHUBHOE CHUKEHUE
conepxkanuss MI'JII' y yCTOWYMBBIX pAcTeHHl OOBACHAET HMX TOJEPAHTHOCTH K
BBICOKOW TEMIIEpAType, U CBA3aHO 3TO C TEM, YTO yBenuueHue conep:xkanus MI'AT
MOXET HapylaTh MEJIOCTHOCTh JIMIUJIHOTO OHCIIOS, BBI3bIBAS MEPEXO] B
reKcaroHaJibHyI0 JTHnuaHyo ¢asy (Su et al., 2009). [TpoBoAMINCH SKCIIEPUMEHTHI 110
OJIHOBpEMEHHOMY ompeesieHnio ypoBHs ['JI B mucThsx, B I1acTU1aX U B MeMOpaHax
9HIOIUIA3MATHYECKOr0 peTtukyiayma y Arabidopsis thaliana mnpu TemmoBom
CTpeccoBOM Bo3aeulcTBUU. [lonyuyeHHBIE pe3ysibTaThl TMOKa3ajdd, YTO pPa3HbIE
KJIETOUHbIE MEMOpaHbl MO-Pa3HOMY pEarupyrdT Ha OJHO U TO K€ CTPECCOBOE
BO3/eKcTBUE, YpoBeHb MI'JII' cpeau NUIUAOB B JIUCThAX U IUIACTUAAX CHUKAJICA Ha
20% u 24% COOTBETCTBEHHO, TOTJla Kak Cpeld JUMUAOB JHAOIIA3MaTUYECKOTO
perukynyma conepxanne MIJIT" He mensuiock (Chen et al., 2006). ITocie coneBoro
CTPECCOBOTO BO3JIEUCTBUSI TOXKE OBUIO OTME4YeHO cHuxkeHue ypoBHs MIIIT B
MeMOpaHaxX XJIOpOIUIaCTOB M3 KjieTok Me3odmmra Zea mays (Omoto et al., 2016).
Takast xe tenmeHmus B conepkanun MIJI[T Obuta oOHapykeHa TpH HEAOCTATKE
BOJbI B JUCThIx Gossypium hirsutum (Pham-Thi et al., 1987), y Cocos Nucifera
(Repellin et al., 1997) u y Brassica napus (Benhassaine-Kesri et al., 2002).

B pe3ynbprate Hamero ucciaeqoBaHus HE TOJBKO PE3KO CHUXKAJIOCH COJIEpIKaHUE
AU, a Taxke otHomenwe JI'JIIT x MIJAI' (tabn. 5) B TOHOILIACTE IIPHU
runepocMorrniyeckoM crpecce. [lo AgaHHBIM Apyrux HCCIENOBaTeNe cTpecc OT
3aCyXd B OCHOBHOM MNpHBOAMWI K pocty komumuectBa AU m JAUAT/MIAT.
Cuamwxenune cootHomenus U JAI/MIJII" Bctpewaercs peako, HO B TaKUX CIydasx
OJTHOBpeMeHHO mpoucxoauT ypenmuueHue MI'JIT, 4To Takke MOXET OBITh CBSI3aHO C
oOpa3oBaHWEM HEOMCIOWHON TEeKCaroHaJbHOW NUMUIHON (a3bl B MeMOpane. DTa
¢daza MokeT OBITh BaKHA JUIsI TIOBBIIICHHUS] aKTUBHOCTH OIPEACIICHHBIX MEMOPaHHBIX
dbepmenToB. Hampumep, ¢ rekcaroHaJdbHBIMHA CTPYKTYpaMU CBSi3aHa AKTUBHOCTH
KUIBIIMEBBIX TIOMII B capkomiasmMatudeckom petukymyme (Yeagle, 1989),
dbochoxonuHIUTHAMITPAHCHEPA3HI (Attard et al., 2000) 151

BUOJIOKCaHTHHAENOKcHuaa3sl B Tuiakounax (Latowski et al, 2004). B
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reKCaroHajibHOi  (aze MeMOpaHbl  3aKpeIuIsAlOTCsS  Hekotopble (G-0enku
docdokunaza C (Escriba et al., 1997; VOgler al., 2004). Pe3ynbraThl, MOJIyYCHHbBIC B
HAIlUX OKCIEPUMEHTaX, CBUACTEIBCTBYIOT O HEKOTOPOM CHIDKEHHH BCEX
BBILLICTICPEYUCIICHHBIX IIOKa3aTejaed IIpU TUNEPOCMOTUYECKOM cTpecce. Takowu
3alUTHBIM MeXaHU3M He ObUI OOHapy>KeH Ha JPYyrux MeMOpaHax, U MOXKET ObITh
CBSI3aH C OCOOCHHOCTSIMH CTPOCHHS BaKyOJSIpHOH MeMOpaHbl, KOTopas, IO
JUMHIHOMY COCTaBy BO MHOTOM QHAJOTHYHA JIPYTUM  BHYTPUKICTOYHBIM
MeMmOpaHaMm, o0jajaeT  psAJOM  OTJIWYUN,  Hampumep, ©Oojiee  BBICOKUM
UK/ 0eNKoBbIM cooTHoIeHueM (CansieB u ap., 1981).

Ha pucynke 22 moka3aHbl M3MEHEHHs COJEP)KAaHUS CTEPUHOB BAaKyOJSIPHBIX

MCM6paH IMOCJIC TUIICPOCMOTHYICCKOI'O BOS,Z[CP'ICTBPIH.
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Puc. 22. ConepxaHue CTEpUHOB B TOHOILIAcTe KopHerutonos Beta vulgaris B

YCIIOBHSIX TUTIEPOCMOTHIECKOTO CTpecca

IIpumeyanue: n=5. Me, TIIaHKaMHu NOTrpeLIHOCTEN MpeacTaBiaeHsl 25% u 75% MpOLEHTUIN.
* — HamWM4#he 3HAYUMBIX Pa3IU4Mii, 3HAYMMOCTh Pa3MU4Mi paccuuTaHa ¢ moMolibio H-kpurepus
Kpackena-Yomnuca. [locnegyromee cpaBHeHue npoBogwin no Mmeroay CrerogeHTa-HpromeHa-
Keynca. Paznuuns Mexay SKCIIEpUMEHTAIbHBIMU JIaHHBIMU CUUTAIM CTaTUCTUYECKU 3HAYUMBIMU
npu p<0,05.

84



[Ipu rumnepocMOTHYECKOM CTpecce, HECMOTPS Ha TO YTO COJEp KaHUE OOIIUX
CTePHHOB B TOHOIUIACTe KOpHemojoB Beta vulgaris cratuctuyecku 3Haummo He
W3MEHUJIOCh, OTMEYEHBbl M3MEHEHHUS Cpeau CICAYIOIIMX KJIacCOB CTEPUHOB:
YMEHBIIIEHUE COJIepKaHUsI B-CUTOCTEpUHA U YBEIUUYEHUE COJIEPKAHUSI KaMIIECTEpUHA
(puc. 22). KamnecrepuH, Kak ¢ CTUTMAcT€pUH HCCIEIOBATEIM CUHUTAIOT
«ctpeccoBeiMu» crepuHamu (Kumar et al., 2015; BamutoBa u ap., 2016). Kpome
TOTO, KAMIIECTEPUH UCIIOIB3YETCS B CHHTE3€ OPACCUHOCTEPOUIOB, KOTOPHIC BIHSIOT
Ha MeMOpaHHBIN TOTEHIMA U COCTaB )HUPHBIX KucioT (Bajguz et al., 2020).

IIpu Bcex wu3ydaeMblX HaMHU CTPECCOBBIX BO3JICUCTBUAX YBEIUYUBAJIOCH
COOTHOIIIEHWE  CTUTMACTePUH/B-CUTOCTEpPHH, KOTOpOE, IO MHEHHMIO  psijaa
UCCJIe/IOBaTENICH, BBI3BIBACT AKTUBHU3AIMIO 3AIMTHBIX MEXAHU3MOB PACTUTEIbHOM
kiaerku (Han et al., 2009; Griebel and Zeier, 2010). Oxnako GoJibliie BCEro 3TO
COOTHOIIEHNE YBEIUYNBAIIOCH IIPU TUIIEPOCMOTHYECKOM CTPECCOBOM BO3JECHCTBUU —
Ha 50% (Tabi. 5).

Takum o0pa3oMm, TpU TUIEPOCMOTUYECKOM CTPECCOBOM  BO3JIEHCTBUU
CyMMapHO€ KOJHMYECTBO JIMIHMIOB BakyossipHOW MemOpanel Beta vulgaris
ymeHblanock Ha 41,8% 0T KOHTposs. 3HAUUTENIbHbIE M3MEHEHUS OTMEYEHBI B
YKUPHOKHUCIIOTHOM COCTaBe JIMNUI0B it MUHOPHBIX JKK. KosmuecTBo naypuHOBOMU,
MHUPUCTHUHOBOW M cteapuHoBor KK yBennunBanocs, a coaepxanue auHosneon KK
cHUXkajnoch. KonuecTBO MOYTH BCEX KJIACCOB MOJSPHBIX JIUIUI0B YMEHBIIAIOCH, 32
nckmoueHueM OU. VYcTaHOBIEHO, 4YTO B YCIOBHUSIX CTPECCOBOTO BO3JIECHCTBUS
collepKaHMe KaMIleCcTepuHa pEe3KO Bo3pacraio (B JBa pasa), a KOJIMYECTBO [3-

CUTOCTCPHHA HCMHOI'O CHHKAJIOCh.

3.4. Biausinne runoocMoTHYECKOr0 CTPECCOBOI0 BO3/AeiiCTBHSI HA JIMITUAHbBIH

npoguib TOHOIIACTA

[Tpu BO3JICHCTBUU THIIOOCMOTHYECKOI'O CTPECCOBOTO BO3/I€HCTBUS
CTATUCTUYECKH 3HAYMMBIX Pa3JIMYMil B COJICPKAaHUH CyMMAapHBIX JIUIHJIOB HE OBLIO

obOHapyxeHo (puc. 23).
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Puc. 23. Coaepkanue CyMMapHBIX JIMITHI0B B TOHOIJIACTE KOpHEIL1010B Beta
vulgaris B ycI0BHSX THITOOCMOTHYECKOI'O CTpecca

Ipumeyanue: n=5. Me, nnaHkaMu MorpemiHocTeil npeacrasieHsl 25% u /5% MpoLeHTUIIH.
* — Hamu4Me 3HAYUMBIX pa3Iu4uii, 3HAYMMOCTh pa3iNuui paccyuTaHa ¢ nomouibto H-kpurepus
Kpackena-Yonnuca. Ilocnenyromee cpaBHeHue mnpoBoaunan no metoay CreroneHta-HproMeHa-
Keynca. Pazmmuns MCXKIAY SKCIICPUMCHTAJIBHBIMHU OAHHBIMW CUHUTAJIN CTaTUCTHUYCCKH 3HAYMMBIMU
pu p<0,05.

B nHamem ucciegoBaHuu MpU TMIOOCMOTHUYECKOM BO3JEHCTBUU HA TOHOILIACT
CTAaTHUCTHUYECKH 3HAYMMBbIE pa3iuuusi ObLIM OOHApYXKeHbl B M3MEHEHUU COIECp>KaHUA
Tosibko MUHOPHBIX KK, mupuctunoroit (C14:0), mansmutonenroBout (C16:1(n-9) u
C16:1(n-7)) u creapunonoit (C18:0), a Taxxe mosBuiack yaypunonas KK (C12:0)
(tabm. 7). Ilpuuem yBenuuenue ypoBHs creapuHoBoii JKK HaOm01a10Ch TOIBKO IIPH
OCMOTHYECKUX CcTpeccaXx. B HacTosimiee BpeMs JI0Ka3aHa Ba)kHas pOJib
kopotkonenoyeunbix JKK Kak CHUTHaJIbHBIX MOJIEKYJ, MPUHUMAIOUIUX Y4YacTHUE B
PETYISIIINU SKCIIPECCHH LIEJIOTO PsiJia TEHOB, PEryIUPYIOMIUX KIETOYHbIe QYHKIINH U
noanepxkuBatonue romeocta3 (Tan et al.,, 2014). Kpome Toro, B mcciaemoBaHUsIX
(Zemanova et al., 2015) mo wu3ydeHWIO BIUSHHUS CTpPEecCa, BBI3BAHHOIO HOHAMH
KaJIMHsS Ha JKHPHOKHCJIOTHBIH coctaB nmmuuoB Noccaea caerulescens, ObL10
BBICKA3aHO TpeanoiokeHue 00 3 HEKTHBHON CTpaTeruu 0CIa0ICHUS TOBPEKICHUM,
BBI3BAHHBIX OKHCIIUTEIIbHBIM CTPECCOM, HACBIIIEHHBIMU KOpoTKolenoueuHbiMu KK

(12:0, 14:0), xoropsie sBiIstOTCA mpeauecTBeHHruKamu paznnudbix HXKK (B

OCHOBHOM MaJIbMHUTHHOBOM).

86



BnusitHue rurmoocMoOTHYECKOTO CTpecCa Ha )KHpHOKHCHOTHBIﬁ COCTaB JIUIINAOB

Taoauna 7

BaKyOJISIPHBIX MeMOpaH kopHeruionoB Beta vulgaris, (% ot cymmsr XKK)

KupHble KHCJIOTHI

Kontpousb

I'mmoocmor. cTpece

C12:0, naypunoBas

0,12 [0,12; 0,13]

C14:0, mupuctuHoBas

0,32 [0,3; 0,34]

0,46 [0,42; 0,46] *

C15:0, nenragexkanoBas

1,04 [0,97; 1,06]

1,13 [1,08; 1,18]

C16:0, maapMuUTHHOBASA

29,53 [29,39; 31,54]

29,3 [29,11; 30,16]

C16:1, maapMHUTOJIENHOBAS

0,8 [0,72; 0,81]

1,06 [0,99; 1,12] *

C17:0, maprapunoBas

0,24 [0,24; 0,25]

0,25 [0,24; 0,25]

C18:0, creapunoBas

0,92 [0,9; 0,95]

1,38 [1,28; 1,67] *

C18:1(n-9), onennonas

23,01 [22,9; 23,21]

22,54 [22,33; 23,04]

C18:1(n-7), uuc-BaKkneHoBas

0,93 [0,87; 1,02]

1,05 [1,02; 1,06]

C18:2(n-6), munoneBas

39,97 [37,95; 40,08]

38,45 [37,91; 38,74]

C18:3(n-3), muHoaeHOBasI

2,77 [2,52; 2,9]

2,5 [2,31; 2,58]

C20:0, apaxunoBas

0,4 [0,28; 0,41]

C20:1(n-11), ragonenoBast

0,39 [0,36; 0,39]

0,45 [0,3; 0,46]

C20:2(n-9) - 0,11 [0,1; 0,22]
C22:0, Gerenopas 0,21[0,19; 0,24] | 0,31 [0,27; 0,31]
C22:1(n-11) - 0,19 [0,16; 0,21]
UJC 1,14[1,089; 1,14] | 1,1[1,09; 1,11]
THKK 32,16 [31,99; 34,32] | 33,55 [33,02; 34,37]
THHXKK 67,84 [65,68; 68,01] | 66,45 [65,63; 66,98]
THHKK/ZHKK 211[1,93;2,13] | 1,98 [1,91; 2,03]

Ipumeuanue: n=5. Me [25%;75%]. * — Hanuuue 3HAYUMBIX pA3UYHA, 3HAYUMOCTD
paznuumii  paccuutaHa ¢ nomompbro  H-kpurepus  Kpackena-Yosmca.  Ilocnenyromee
MHO>KECTBEHHOE cpaBHEHHME mpoBoauiau no Mmerony CreroneHtra-Hpromena-Keynca. Paznuums
MEXY 3KCIIEpUMEHTAILHBIMU JAHHBIMU CUNTAIM CTATUCTUYECKU 3HaYMMbIMU Tipu p=<0,05.

ITo CPaBHCHHUIO C OKHUCIIMTCIBHBIM H THIICPOCMOTHYCCKHUM BOBHCﬁCTBHﬂMH,

IIOCJIC  THIIOOCMOTHYCCKOIO CTpeCCa CTATUCTHYCCKHM 3HAYHMMbIC H3MCHCHUA
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npousouuin Tonbko ¢ U u @K (puc. 24). B Hammx sKkcrnepuMeHTax TOJIBKO IpPU

TUIIOOCMOTHYECKOM BO3JIeMCTBUU Mpou3onuio yeenunuenne ®U (moutu B 2 paza).
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Puc. 24. Copepxxanue QocoaunuaoB B TOHOIUIACTe KOpHemonoB Beta
vulgaris B yci0BHAX THIIOOCMOTHYECKOTO CTpecca

Ilpumeuanue: n=5. Me, TuIaHKaMu MOTPEIIHOCTEN npeacTaBiaeHsl 25% u 75% npoueHTuim.
* — HaJIM4HMe 3HAYMMBIX Pa3JIMUMi, 3HAYUMOCTH Pa3IMUMA pacCUMTaHa ¢ momombio H-kpurtepus
Kpackena-Yonnuca. Ilocnenyromee cpaBHenue mnpoBoauiau no Mmerony CreroneHta-HproMeHa-
Keynca. Pazmmuns MCKIY OKCIICPUMCHTAJIIBHBIMH JaHHBIMH CUHHUTAJIN CTAaTUCTHYCCKH 3HAYMMBIMU
nipu p=<0,05.

OO6bI4HO B KJIeTOUYHBIX MeMOpanax @Y comepxkutcs HEMHOTO — OT 2 110 8% OT
Bcex DJI, Ho ux (yHKIMOHATIBHAS POJIb BEJIMKA, OCOOEHHO B MPOIECCaX CUTHAIMHTA
(Xue et al., 2009). ®U y4acTBYIOT B pEeryJsllMU COACPXKAHUS BHYTPUKIECTOUYHOTO
Kallbllis, W TOBbIMIeHHEe KonndecTBa DU MokeT OBITH CBS3aHO C MPOIECCaMU
amanraiuu  (Berridge and Irvine, 1984). B psge wuccienoBaHuii OTMEYCHO
cymectBeHHoe (B 1,5-2,5 paza) yBenuuenue cojepkanusi 3Tux @JI y ycTOWYUBBIX K
cTpeccoBoMy BoznelicTBuio pactenuid (Su et al., 2009). V HeycToiuMBBIX K cTpeccy
pacTeHuil HaOIoAaNach MPOTUBOMOJIOKHAS KapTuHA. B mia3manemme, BbIIEICHHON
u3 100B Ananas COMOSUS, MOABEPTHYTHIX HU3KOTEMIIEPATYPHOMY CTpECCY,
coaepxkanne ®U camxanocs ¢ 9,5 no 1,5% (Zhou et al., 2014). U3BectHo, yto U
BBITIOJIHSIIOT Takxke <«AKOpHYro» GyHkiuoo. ®U ¢ npucoeuHEHHBIM K OAHOU U3
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TUAPOKCUIIBHBIX rpyII MHO3UTA OJIUTOCaxapuioM Ha3bIBAIOT
rko3undocharuaununozuramu (I'OU). C I'OU unekotopwie Oenku 00pa3yroT
KOBaJIEHTHY1O cBs3b uepe3 ®O. ['OU moryt HanpaBisaTh O€NKUM B MHUKPOJIOMEHBI, a
takke ruaponn3s ['OU  moxer perynupoBaTh (YHKIMM OEJIKOB, IO3BOJISA
3asIKOpPEHHbIM OeikaM Ju(PyHIupoBaTh BHE MEMOpaHbl U y4acTBOBATh B JAPYIHX
KJIeTOYHBIX mporeccax (Yeats et al., 2018).

KomnuectBo @K B ToHOMIIACTE CHU3UIOCH HA 74% mocCiie TUTTIOOCMOTHUYECKOTO
cTpecca, TaKoe CHIKEHUE HaOMI0AaNoch U MPU JPYTUX CTpeccax, M3yd4aeMblX HaMU
(puc. 16, 20, 24). B pabGorax npyrux wucciegoBateneit konudectBo DK
yBEJIUYUBAJIOCh, HO B UCCJIEOBAaHUHU BO3EHCTBUSI BhICOKOU TemmepaTypsl (34 °C) Ha
Kalanchoe daigremontiana ®K B TtoHomiacTe yMeHbIIagach B JBa pasa
(Behzadipour et al., 1998). Ilpu u3yuenuun Huskux remmepatyp (5 °C) Habm01a10CH
ymenbiieane ®PK (ma 40%) B tonomnacte kimetok Oryza sativa ycToOWYUBBIX
pacrenuii (Kasamo et al., 1992). Takue u3MeHEHHS MOIYT OBITh 3aIIUTHOM
peakuuei, CBA3aHHOM €O cTaOWIu3alMel JaMeUIIPHON CTPYKTYpbl MeMOpaHBI.
Crabunuzanus JaMeusipHON (a3bl BO3MOXKHA, TMOCKOJBKY H3BecTHO, uTo DK
ydyacTByeT B 0Opa3oBaHMHM TeKCaroHaJIbHOW (a3l MeMOpaHbl, U HEKOTOPOE
camkerne @K MokeT cTabuiIn3upoBaTh JTAMEIUIIPHYIO CTPYKTYpy MeMOpansl (Welti
etal., 2002).

HecmoTps Ha TO, YTO CTAaTUCTHUYECKU 3HAYUMBIX Pa3IN4Mil B conepxanuu OO
n ®X He Obul0 OOHapyxkeHO, HO oTHomeHue DX k DI Bce-Taku HEMHOTO
U3MCHSJIOCH B CTOpPOHY yBenwdeHus (Ha 4,9%) (tabn. 5). OtHomenne ®X x ®D
MOKa3bIBa€T YCTOWYMBOCTH MeMOpaH, modToMmy TmoBbimieHHe DX/DPD cHmKaeT
oOpa3oBaHue HEOUCIONWHBIX (pa3 B MeMOpaHe.

B ycnoBusx rumoocMOTHYECKOrO0 BO3AEHCTBUS NpU aHanuse coaepxanus [JI
BaKYOJIIpHOM MeMOpaHbl 0OHapykeHo, uyTo konudectBo MI'JII', a taxxke cymma ['JI
CHM3WIUCH (puC. 25), HO Tako€ CHIDKEHHWE OBbUIO HE TaK CHJIBHO BBIPAKEHO IO

CPAaBHCHHUIO C THUIICPOCMOTHUICCKHUM CTPCCCOM.
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Puc. 25. CopepxaHue TIJUMKOTIUIEPOJUNINIOB B TOHOIUIACTE KOPHEILIONOB
Beta vulgaris B ycnoBusX rHIIOOCMOTHYECKOTO cTpecca

Ilpumeuanue: n=5. Me, TIIaHKaM¥U MOTPENIHOCTEN mpeacTaBiaeHbl 25% u 75% nporeHTHIn.
* — Hamu4Me 3HAYUMBIX pa3Iu4uii, 3HAYMMOCTh pa3iIMuui paccyuTaHa ¢ nomouibio H-kpurepus
Kpackena-Yonnuca. Ilocnenyromee cpaBHenwe mnpoBoauiau no Merony CreroneHta-HproMeHa-
Keynca. Pazmmuns MCKAY SKCIICPUMCHTAJIBHBIMH OAHHBIMH CUHHUTAJIN CTaTUCTHYCCKH 3HAYMMBIMU
mpu p<0,05.

[lociie BBICOKOTEMMEPATYpPHOTO CTPECCOBOTO BO3JICUCTBUS CHIKEHHUE YPOBHSA
MI'/I[" O6buto oTMeueHO B MeMOpaHax M3 JucTbeB Triticum aestivum (Narayanan et
al., 2016). JletanpHOE€ CpaBHEHHE DPACTECHUU C PA3IUYHON BOCIPUUMYHUBOCTBHIO K
CTpecCy, BBI3BAaHHOMY O0E€3BOKMBAaHHEM, IOKa3ajlo, YTO CHIkeHue ypoBHs MIT
COIPOBOXKAAJIOCH yBenuueHueM onuroranakroaunuaos, U u ®K (Okazaki and
Saito, 2014). UccnenoBaTenu NpeAnoNoKUIN, YTO MEXaHU3M CHIDKEHUS COACPKaHUS
MI'JIT" B muctesax Arabidopsis thaliana mosxet ObITh BBI3BaH yCHIICHHUEM JIerpaaaliu
u cHmwkenueMm Omocunreza storo ['JI (Chen et al., 2006). Bo3moxHO Takxke, 4TO
MI'AI" ucnonezyercs mist cunrte3a Il myrem ramakrozuwnupoBanus MIJID ¢
Y JId-ranakTo30il B kKauecTBe MoHOpa caxapa ¢ momorisio ' /I -cunaras (Kelly et al.,
2003). AI'AI" 6maromapsi cBoed CTPYKType 0Opa3yroT CTaOWIIbHBIC JaMelUIsipHbIC
(nBycnoliHbIE) CTPYKTYphl. TeM He MeHee, APYyTrHe BHUIbl CTPECCOBOTO BO3JIEUCTBUS

BBI3BIBAJIM TMPOTUBOIOJNIOXKHBIE U3MeHeHus B cojepxkanun MI'JII. B memOpanax

3aKAJIEHHBIX PAaCTEHUM IO CPABHEHUIO C He3aKaJleHHbIMH coaepxkanue MIT
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yBenuuuBasiocb Ha 21% (Welti et al, 2002). Cauxenue xomuuectBa MIJT
COMPOBOXKJaI0Ch HeOobIUM yBenndeHueM cootHomenus JUAT/MI AT (va 33,9%)
(Tabmn. 5).

CymMmapHoe cojiepKaHWe CTCPUHOB B HAIIUX DKCIIEPUMEHTAX CHIDKAJIOCH MPHU

TUIIOOCMOTHYECKOM cTpecce (puc. 26).
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Puc. 26. Coxepkanue CTEpHHOB B TOHOILIAcTe KOpHemaomoB Beta vulgaris
B YCIIOBHSAX THITOOCMOTHYECKOTO cTpecca

Ilpumeuanue: n=5. Me, uIaHKaMu NOTpeIHOCTEN npeacTaBiaeHbl 25% u 75% npoueHTuim.
* — HaJgU4He 3HAYUMBIX pa3HH‘IHI>'I, 3HAYNMOCTD paSJ'II/ILII/Iﬁ pacCunuTaHa € IMOMOLIbIO H'KpI/ITepI/IH
KpaCKeJ'Ia‘yOJ'IJ'H/ICEI. HOCJIC,Z[YIOH_[CC CpaBHCHHC IIPOBOAUIIN TI0 MCETOLY CTLIOI[@HT&'HBIOMCH&'
KeyJIca. Paznnuns MCKAY SKCIICPUMCHTAJIbHBIMHU NAHHBIMU CUUTAJIN CTATUCTUYCCKHU 3HAYMMBIMU
npu p<0,05.

B mnasmanemme pacrenuit Arabidopsis thaliana, moaBeprHyTBIX X0J0J0BOMY
BO3JICHCTBHIO COJIep)KaHWE CTEPUHOB Toxke ymeHbmainochk (Takahashu et al., 2016).
OTMeYeHO CHMIKEHHE COJIEepKaHUsI CTEPHHOB M B TUIa3MaJIeMME KaJUTyCOB TramoduTa
Spartina patens mpu cosieBom ctpecce (Wu et al., 2005). ObnapyxeHHOE TpH
TUIIOOCMOTHYECKOM CTPECCE CHUKEHUE COJICPKaHMSI CTEPUHOB MOXKET 00€CIeurnBaTh

YMCHBHICHHUC MHUKPOBA3ZKOCTH M ITOBBIIICHHUC IMPOHHMIACMOCTH TOHOILIACTA, YTO IIPpHU

9TOM CTPECCC MOIKCET OBITh MCIIOJIB30BAHO JJIA  3allUThbl KIICTKH. VYMeHblIIeHHE
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collepKaHUsl OOIIMX CTEPUHOB MPU THIOOCMOTHYECKOM CTpECCE B BaKyOJSIPHOMN
MeMOpaHe CBSI3aHO CO CHM)KEHHEM KOJMYeCTBa [-CUTOCTEpUHA, MPe00JiaJarolero
Cpeau CTEPUHOB. YBEIMYEHUE COAEpKaHUSA CTUTMACTEpUHA W CHUXKEHUE
coliepKaHusl B-CUTOCTEpUHA, BEPOSITHO, CBSI3aHO C TEM, YTO [J-CUTOCTEpUH SIBISETCS
MPEIIECTBEHHUKOM cTUrMacteprda. OHu 00a OTHOCSTCS K 24-3TUJICTEpUHAM, TOTa
KaK KaMIECTEPUH OTHOCHUTCSH K 24-MeTmwicTepuHaM. Ero Monekyna UMEET MEHBIIYIO
cBobony Bpamenuss C-17 yrieBonopogHoil nenu Onaromapsi 0Oosnee KOPOTKOMY
pa3Mepy LeNH, YTO IO3BOJIAET IJIOTHEE YNAaKOBBIBATH JUNUAHBIA OUCIOW, U 3TO
OPUBOJAUT K CHIDKCHHMIO TIPOHMUIIAEMOCTH MEMOpaHbl ISl 3apsHKEHHBIX HOHOB
(Edwards and Green, 1972). OTtHoOIIEHHE CTHTMAacTepUHa K [-CUTOCTEPHHY
BO3pactaio (Tabi. 5).

Takum o6pa3zom, MpPU THIOOCMOTHYECKOM CTPECCOBOM BO3JCHCTBUM Cpeau
’KUPHOKHCJIIOTHOTO COCTaBa JIMIHMIOB BaKyoJsipHOMi MeMmOpanbsl Beta vulgaris
Bo3pactajo  KommdecTBO  MuHOpHBIX KK  (aypuHOBO#,  MHPHCTHHOBOM,
CTEapMHOBOM, MATBMHUTOJICHHOBOM). [Ipy M3ydeHUM M3MEHEHHUH MOJIAPHBIX JIMITUI0B
OTMEUYEHO 3HauuTeIbHOE yBenuueHue konundectBa OPU m camxkenne MI'JII u OK.
Cpenn CTEpUHOB BO3pACTAIO COAEPKAHWE KaMIIECTEPUHA M CTUIMAcTEpUHA M

CHUKAJIOCh KOJIMYECTBO J-CUTOCTEPUHA.
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SAKVIIOYEHUE

Ponp nunuaoB ToOHOIJIACTa B 3alUTE PACTUTEIBHOM KJIETKH OT CTpecca B
HacTosillee BpeMsl MaJlo MccienoBaHa. M3yueHue coctaBa JUNUAOB BaKyOJSIPHOU
MeMOpaHbl paHee MPOBOAMINCH TOJBKO NpPH TEMIIEpaTypHBIX cTpeccax. B Hammx
HKCIIEPUMEHTaX ObUIM OOHApyKEeHbl HM3MEHEHUS >KMPHOKHMCIOTHOTO COCTaBa,
dochonunuaoB, TNHUKOTIUUEPOIUNUIAOB U CTEPUHOB BaKyOISPHOW MeEMOpaHbI
KopHemiooB Beta vulgariS mpu OKHCIHTENBHOM, THUIEP- M THIOOCMOTHYECKOM
cTpeccax.

OneHka U3MEHEHMs COJACpPX aHUSl PA3IMYHBIX KJIACCOB JIMIUAOB B YCIOBHUSIX
OKHUCJIUTENIbHOTO U OCMOTHYECKHUX CTPECCOBBIX BO3JIEUCTBHI MO3BOJISIET BBIACIUTH
PSIL CTpATEeTUi 3allUThl PACTUTENBHBIX KJIETOK OT CTPecca, CBSI3aHHBIX C JIMMHJIAMU
BaKyOoJIIpHONH MeMOpaHbl. MOXHO BBIIEIUTH cHelupUUecKue U Hecnelupuyeckue
crparerun. Hecneuuduueckue crparerun (tabim. 8) xapakTepHbl sl BCeX
M3yYEHHBIX BUJOB CTpecca.

Tab6auna 8

Hecneunduueckue ctpareruu 3aliuTHOTO IEUCTBUS JIMIINU0B TOHOILIACTA

IMIPpHU OKUCIIUTCIbHOM, TUIICP- U THIIOOCMOTHYCCKOM CTpCCCax

JInnuasl Oxucaurt. crpecc | 'mnepocmor. crpece | ['umoocmor. crpecc
KK IloBbIICHME IToBeImeHMNE IToBbImICHME
(Ha 5,7%) (Ha 16,85%) (1a 4,3%)
DK CHmKEHHE CHmxenue CHmxeHne
(Ha 68%) (Ha 45%) (Ha 74%)
e CHmxeHue CHmKeHue CHmxeHue
(Ha 8,7%) (Ha 41,25%) (1a 2,5%)
Crurmactepus IloBbIIICHME IToBeImmeHue IToBbImICHHE
(Ha 113%) (Ha 27,9%) (Ha 14%)
Kamrectepus IToBpIIIEHHE IToBeImenue IToBbImICHHE
(1a 38,7%) (ma 122,7%) (1a 60,8%)
Crurmactepun/ [ToBeIICHUE [ToBeIIEHUE [ToBbrICHUE
B-cutocTepuH (a 14%) (Ha 50%) (ma 30%)
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K necneunduyeckum ctpaTerusiMm oTHOCSATCA: yBenuuenue konmdyectBa HKK,
riiaBHbIM 00pa3zom MuHOpHBIX KK — naypunosoit (C12:0), mupuctunonoii (C14:0) u
cteapuHoBoi (C18:0) kucmoThl. MOXHO TakXe OTHECTH B JIaHHYIO KaTErOpHIO
cHmwkeHue conaepxkanuss OK, @D u HU3MEHEHUs B COJACPKAHUU CTUIMACTEpHHA,
KaMIEeCTeprUHa U COOTHOIIEHUS! CTUTMAaCTEPUH/CUTOCTEPUH, KOTOPOE YBEIUUYHBAIOCH
IIPU BCEX CTPECCAX.

Cnenuduueckue CTpaTeruy CBS3aHbl C U3MEHEHUSIMU COJICP>KaHUS JIMIHUIOB,
KOTOPBIE pa3IMualiuCh MPH pa3HbIX cTpeccax (Tadu. 9). K HuM oTHOCATCS M3MEHEHUs
coaepxkanusi obmux u otaensHeix ['JI (MIAL, AIID), u3ameHeHue coaepkaHus
CyMMBI CTEpUHOB M cooTHoieHuss OX/DD. M3 nurepaTypHBIX IaHHBIX HU3BECTHO,
YTO TaKW€ W3MEHEHUsS YacTO MNPUBOASAT K aKTUBALMMU 3allUTHBIX PEaKIUid u
cTabunu3anuu JunuaHoro Owucnos. CHuxkeHue cooTHomeHuss DX/DD  cpenu
MEMOpaHHBIX JIUMIUJIOB TIPUBOJUT K YBEIWUYEHHUIO MPOHHUIIAEMOCTH MEMOpPaHbI,
00pa30BaHMIO BOJHBIX KaHANOB. Mbl HaOII0aeM pe3ylbTaThl pealu3aludud ITOU
CTpaTeTHH IpPHU TUIIEPOCMOTHUYECKOM cTpecce. Torga Kak Mpu THIIOOCMOTHYECKOM
cTpecce sl 3allUThl KJIETKM HYXHO CHHU3UTh MPOHUIIAEMOCTh TOHOIUIACTa U
cooTHomieHne OX/DD u3MeHsaeTcs B CTOPOHY YBEJIUUYEHUS.

Taoaunma 9

Crnennduieckue CTpaTeruy 3alUTHOTO IEUCTBHS JIUIIUI0B TOHOIIJIACTA

IMIPpHU OKUCIIUTCIBbHOM, TUIICP- U THIIOOCMOTHYCCKOM CTpPCCCax

JInnuabl Oxucaurt. crpecc | 'mmepocmor. crpece | I'mmoocmoT. cTpece
CHIKEHHE CHmxenue IToBbImICHHE
PX/DI (Ha 6,8%) (ma 37,2%) (1a 4,9%)
ST IloBbIIICHME CHmxenue CHmxeHue
(Ha 74,7%) (Ha 45,5%) (ma 13%)
MIIT IToBpIIIEHHE CHmxenue CHmxeHne
(Ha 28,3%) (1Ha 49,8%) (Ha 21,7%)
Jiigite IToBpIIIEHHE CHmxenue IToBpImICHME
(Ha 246,7%) (Ha 62,4%) (1a 4,8%)
IToBpIIIEHHE CHmxenue IToBpImICHME
ATALMIAT (a 168%) (na 25,8%) (na 33,9%)
S CT IToBpmIIeHME CHmxenune CHipKeHne
(Ha 89,2%) (1a 3,6%) (ma 7,4%)
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Oco0eHHO 3aMETHYIO pOJIb B CIIELU(PUUECKUX CTPATETUAX TOHOIIACTA UTPAIOT
I'JI, 4ro, BEpOSATHO, CBS3aHO C HX BIUSHUEM Ha TMEpexo] MeMOpaHbl U3
JAMEJUIIPHOTO  COCTOSIHMSL B TIEKCaroHaJbHOE. OJTO  COCTOSHHME  MOMKET
MPUCYTCTBOBATh B MeMOpaHe MpHU TUIEPOCMOTHYECKOM CTPECCE, U OHO MOXKET
MPUBOJIUTH K aKTUBU3ALIMU OTNpeeTeHHbIX (pepMeHTOB. 13 Bcex M3yyaeMbIX KJIACCOB
JUOUAOB HamboJjiee CYIIECTBEHHbIE M3MEHEHUS MPOUCXOIUIN B COAEPKaHUU
CTEpPUHOB, YTO CBSI3aHO C UX POJIBIO B PEryJSALMH TAKUX XapaKTEPUCTUK MEMOpPaHbI
KaK MPOHUIAEMOCTb, MUKPOBS3KOCTh M JKECTKOCTh. [[0 HamieMy MHEHUIO, HMEHHO
CTEPUHBI  SBJISIOTCS OCHOBHBIM KOMIIOHEHTOM  aJalTallMOHHBIX MEXaHU3MOB
TOHOIUIacTa. M3ydaemble cTpeccoBble BO3JACUCTBUS BBI3BIBAIM W3MEHEHHS B

COACpKaHNU MCM6paHHBIX JIMITUIAOB, YTO MOXKHO paCCMATpUBATH KaK 3JICMCHT

dbenoTunuueckoi aganrtanuu (puc. 27).

I'HITIEPOCMOTHYECKH
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Puc. 27. Cxema W3MEHEHHU IMIHUIHOTO COCTaBa BAKYOJSIPHOH MeMOpaHBI

KopHeriogoB Beta vulgaris B ycloBHSIX OKHCIMTEIRHOTO M OCMOTHYECKHX
CTPECCOBBIX BO3JICHCTBUAX

Obosnauenus: T — INOBBIIICHUEC KOJIMYCCTBA JIUIIUIO0B, l, — CHMOKCHHEC KOJIMYCCTBA JIUIIUAOB.
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Pa3nnyHbple Kiaccel JMMHMIOB BaKyoOJSIpHOM MeMOpaHbl MOTYT NPUHHUMATH
yd4acTHE B 3alIUTE€ PACTUTENBHONM KIETKM OT aOMOTHYECKHX CTpPECCOB, C
HCIIOJIb30BAaHUEM CHEU(PUUECKUX U HECTIEHU(PUUECKUX CTpaTeruid. I maBHbIEe U3 HUX
HalpaBlIeHbl Ha CTAOMIM3ALMUIO JIMIIUIHOTO OMCIIOs, YBEJIWYEHHE COIEPIKAHUS
JUOUAOB, OTBETCTBEHHBIX 3a AKTUBU3AIMIO 3alUTHBIX CHJI (CTUTMAacCTEpHH,
KAMIIECTEpUH), H3MEHEHHE TaKUX CBOMCTB MEMOpaHbl Kak MPOHHUIAEMOCTb U

MUKPOBA3ZKOCTD.
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BBIBO/IbI

1. [Ipu wu3ydaeMbIX CTPECCOBBIX BO3JACHCTBHUSAX OTMEYEHbI H3MEHEHUS B
COCTaBe BCEX KJIACCOB JIMIUAOB, 4YTO TOBOPUT 00 HUX YYacTUM B 3alIUTHBIX
MEXaHN3MaxX PACTUTEIBHON KIETKH.

2. HauGonee cymniecTBEHHbIE W3MEHEHHUS OTMEYEHbl Cpeau MeMOpaHHBIX
CTEpPUHOB, OCOOEHHO MOCIIE OKUCIUTEIBHOIO CTpecca.

3. OHa 4acTh BBISIBJICHHBIX M3MEHEHUN B COJEPKAaHUU U COCTaBE JIUIHJIOB
OblIa TMpHUCYI]a BCEM M3YyYaE€MbIM CTPECCOBBIM BO3JEHCTBUSAM, JApyras Oblia
XapaKTepHa TOJIbKO ONPEAECIEHHOMY CTpECCy.

4. Tlpy OKHMCIMTEIHLHOM CTPECCOBOM BO3ACHCTBUU CYIIECTBEHHbIE M3MEHEHMUS
ObLTM OoTMeueHbl Uil KopoTkonenouyeuyHbix HXKK (maypuHoBO#, meHTaaexkaHOBO,
naabMuTuHOBOM), ®3, ®K wu JAT'JI, HO Hamboiee WHTCHCUBHBIC H3MECHEHUS
IPOUCXOAWIN B COCTABE CTEPUHOB TOHOIUIACTAa — CYHIECTBEHHO BO3pacTali BCE
KJIACChI CTEPUHOB.

5. UccnepoBanust MUNUAHOTO MpoduiIs TOHOIJIACTA TIPU TUIIEPOCMOTUYECKOM
BO3JICMCTBUN TIOKa3ajdu yBeIWM4YeHUEe KoiumdyectBa MHUHOpHBIX JKK (1aypuHOBOWH,
MUPHUCTHHOBOW U cTeapuHOBOW). Kpome TOro, cHmaaoch coJep:KaHHE BCEX
NOJISIPHBIX JIMMUJOB U P-cutoctepuHa. OpHAKO, KOJWYECTBO KaMIIECTEpHHA
IIOBBIIIAJIOCH B JBAa pasa.

6. [Ipy W3ydYeHHH THUIIOOCMOTHYECKOTO BO3JICUCTBUS HA JIMIUIHBIA COCTaB
BAaKYOJIIpPHOM MeMOpaHbl YCTaHOBJIEHO, YTO BO3pacTaeT cojaep:kanne MUHOPHBIX KK
(JlaypuHOBOM, MUPUCTUHOBOM, CTE€APUHOBOM, MAJIbMHUTOJIEUHOBOW). OTINUYUTEIBHOM
O0COOEHHOCTBIO 3TOTO CTpecC OBLJIO JBYKpaTHOE YyBenudeHue KommuectBo DU.

OTMedeH TaKxke POCT COACPIKAHUA KaMIICCTCpUHA U CTUTMACTCPHUHA.
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